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BBEJAEHUE

AKTYaJIbHOCTh. AYKCHH SBJISIETCS Ba)XHEHIIMM TOPMOHOM pacTeHUH WU
y4acTBYET B PETYJSIIIMUA TaKUX Pa3HOOOPa3HBIX MPOLECCOB, KaK TPaBUTPONU3M U
dboToTponu3M, (HOPMHUPOBAHHE APXUTEKTYpbl KOpPHEH Hu moberoB, MopdoreHes
pacTeHuM, pa3BUTHE COCYIOB, JEJIEHWE M YJJIMHEHUE KJIETOK, AaluKaJbHOe
JIOMUHUPOBAHUE, CTapEHHE, PEaKIMu Ha OMOTHUYECKUA M aOMOTHYECKHM CTPECCHI
(Lau et al., 2009; Zhao, 2010; Finet, Jaillais, 2012; Woodward, Bartel, 2005; Teale
etal., 2006; Scarpella et al., 2006; Halliday 2009; Sundberg, Ostergaard, 2009; Peris
et al., 2010; Zhao, 2014). B perynsiuu pocTa W Pa3BUTHS PACTCHHHA AyKCHH
y4acTBYET COBMECTHO C JPYTUMHU (PUTOTOPMOHAMU TAKUMH KaK ITATOKUHBI, TUJICH,
abciu3oBasi KUCJIOTa, THO0EpEUIMHBI, HO MPU ATOM CUMTAETCS, YTO OH SBJISIETCS
HaunOoJiee BakHBIM (uToropmorom pactenuit (Mukherjee et al., 2022). Aykcun B
HacToslIIee BpeMs sIBJIsIeTCs HanboJiee n3yueHHbIM putoropmonoM (Paque, Weijers,
2016). 3HaHMe MEeXaHW3MOB OMOCHHTE3a, METa0OIM3Ma U TPAHCIIOPTAa ayKCHHA Y
pacTeHUM  KpailHE HEOOXOJUMO  JJid TMOHUMAaHMS  TPAKTUYECKH  BCEX
MOP(}OTEHETUYECKUX TPOIECCOB, TMPOUCXOMANIMX B OHTOTCHE3€ pACTCHHS U
MO3BOJIUT 3HAYUTEIHHO YBEIUYUTH BO3MOXKHOCTH KOHTPOJISI POCTa M Pa3BUTHUSA
pacTeHui, 4TO MPEACTABISIET LIMPOKOE TOJe AEATEIbHOCTH AJI CO3JaHMsI HOBBIX
NPOAYKTUBHBIX WM ObICTpOpacTymux coptoB pacteHud (PozoB u ap., 2013).
Takum o0pa3zoM, M3ydeHHE MeXaHHW3Ma OMOCHUHTE3a ayKCHHA SBJISETCS OAHOW W3
BAXHBIX 3aJa4 [ TMOHUMaHUs ero (QyHkuuoHupoBanus. IIporpecc B
UCCJIEIOBAHMUSX OMOCHHTE3a ayKCHHA 3aKJIaJIbIBA€T OCHOBY [UISl YJIy4ILEHUS
BOKHBIX TPU3HAKOB CEIbCKOXO3UCTBEHHBIX PACTCHHM, TaKWX KaK BETBIICHUE
no0eroB WM pPa3BUTHE IBETKOB, MO3BOJISAS PEryIHpoOBaTh ypPOBHU ayKCHHA B
OTNpE/ENICHHBIX TKaHAX/KJIeTKaxX. YeTkoe NOHMMaHue OMOCHMHTE3a ayKCHHAa B
KOHEYHOM UTOTEe OKaXKEeT 3HAUMTEJIbHOE BIMSHUE HA CEIbCKOE XO3sIICTBO, a TakkKe
3HAYUTEJIBHO PACIIUPUT HAIIM 3HAHUS B 00JacTH (yHIaMEHTaJbHOW OHoJorun
pactenuii (Zhao, 2014). 3HaHnre MOJIEKYJISIPHBIX MEXaHU3MOB OMOCHUHTE3a ayKCHHA

IMMO3BOJIMT B ICPCICKTHBC KOHTPOJIHWPOBATH KOHICHTPAIMIO aYKCHMHA B KIICTKAX
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pacTeHuid, 4TO MJaeT BO3MOXXHOCTh HCCIIEOBATh MOJEKYJSPHbIE MEXaHU3MbI
peryJIMpyeMbIX ayKCHHOM MPOIIeCCOB pa3BUTHS pacTeHui (Zhao, 2014).

OcHoBHOI nyTh cuHTe3a aykcuHa (IIBA) y Ha3eMHBIX pacTeHUI BKIIIOYAET

JIBa HTana:

1) cunTes TpunTodhana u3 xopusmarta (myTh OnocunTe3a Tpunrodana, [16T)

u

2) HEMOCPEICTBEHHO CUHTE3 ayKCHHA U3 Tpurntodana (myTh OMOCHHTE3a ayKCHHa,
MBI OyJieM 11 KpaTkocTr Ha3bBaTh ero [IBA(TAA/YUCCA)).

Bropoit oram, IIBA(TAA/YUCCA), cocToMT U3 JBYX PEaKI[Hii:
npeBpauieHie TpunropaHa B MH0J-3-upoBUHOTpaanyto kuciory (MUIIK, anrm.
indole-3-pyruvic acid, IPA) karamusupyemoe gepmenTrom TAA u mpeBparieHue
UIIK B aykcun ocymiectBisiemoe pepmentom YUCCA (Mashiguchi et al., 2011;
Won et al., 2011; Stepanova et al., 2011; Tivendale et al., 2012, Cheng et al., 2006).

I[TBA(TAA/YUCCA) mwnaumbonee wucciemoBan y Arabidopsis thaliana
(pesyxoBuaku Tans), B reHOME KOTOPOro MpUCYTCTBYIOT 3 reHa taa u 11 renos
yucca. MHTepecHO, YTO pacTeHHs] PE3yXOBHUIKH, MO-BUIUMOMY, HCIIONB3YIOT
pa3Hble HaOOPBI T€HOB-TIAPAIIOTroB YUCCA AJi1 OMOCHHTE3a ayKCHMHAa B HoOere u B
KOpHE, a TakKe€ Ha SMOPUOHAJIBHOM HJIM MOCTAIMOPHUOHAIBHON CTaJusiX Pa3BUTHUSA
pacTeHus, HECMOTpPsSI Ha UCIOJIb30BaHUE OJHOTO M TOTO ke Habopa reHoB taa B
nobere M B KOpHE, M HAa AMOPHOHAIBHON WM TOCTIMOPHUOHAIBHOW CTaJMSIX
pazsutust (Won et al., 2011). Takum 00pa3om, aKTUBHOCTH T€HOB-IIapPaJIoroB yUCCA
y pacTeHHs SBISIIOTCS CHENU(PUYHBIMA K OpPTaHy U CTaIUU Pa3BUTHUS PACTEHUS
(Stepanova, 2008; Won et al., 2011; Chen, 2014).

Jlis M3y4eHHuss MOJIEKYJSPHBIX MEXaHH3MOB (DYHKIIMOHUPOBAHHUS CHUCTEMBI
OMOCHHTE3a ayKCHHA Y PACTEHUM aKTHBHO HUCIIOJIB3YIOTCS METObI MOJICKYJISIPHOM
spomroruu  (DeSmet et al., 2011; Mano, Nemoto, 2012). OHu TO3BOJSIOT
UCCJIEI0OBATh MPOUCXOXKIECHUE U 3BOJIOLMIO 0enKkoB. OJIHAKO (UIOT€HETUYECKUN
aHaJlu3 CEMEHCTB TEeHOB taa u YuCCa, HE TMO3BOJWJI MOJYYUTh OJHO3HAUYHbBIE

pe3yJIbTaThl O IPOUCXOXKICHUN U JAJIbHEHIIIEH BOJIFOIIMU ITUX OEJIKOB y PACTCHUIA.
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05 u gp. (Yue et al.,, 2014) ocHOBBIBasiCh Ha aHAIHM3E€ PEKOHCTPYKIUH
¢unorennn cemerictB O0enkoB TAA u YUCCA y Oakrepuil U pacTeHUi
npeanonoxkuan, 4to I[IBA(TAA/YUCCA) BhnepBble TOSBHWICA B DBOJIOMHA
pacteHuil y Hambosee no3aHero obdmiero npeaka (HITOIT) nazeMHbIx pacteHuit B
pesynbpTaTe Topu3oHTanbHOro mepeHoca TeHoB (I'TIIY) ot Oakrepwit. Taxkum
obpazom, ITBA(TAA/YUCCA) MOKeT CUMTaThCS MHHOBAIMEH TMEPBBIX HAa3eMHBIX
pactenwuii (Yue et al., 2014). Ognako HemHoro no3xe Banr u np. (Wang et al., 2014)
oOHapyXujii TOMOJOTH taa m yucca B TeHoMe XapodhUTOBOH BOJOPOCIH
Klebsormidium nitens. DT1o mno3Boiamio chHOPMYIUPOBATh AJTBTCPHATHBHYIO
rurnotesy o cymiectBoBanuu [IBA(TAA/YUCCA) y XapoduToBbIX BOIOpOCCH (110
BBIXO/Ia PAacTeHWH Ha cymry). B pesynpTaTe 4ero BOIPOC O MPOUCXOKICHUU
IMBA(TAA/YUCCA) y pacTeHuii oka3aics AMCKYCCHOHHBIM.

Hean padorsl. BeisiBneHue reHoB MyTH OMOCHUHTE3a ayKCHHA y PAaCTEHUH U
OHoMH(OpPMATUYECKUN aHATTU3 OCOOCHHOCTEN UX MOJIEKYJISIPHOW SBOJIFOLUU.

3agaum, MOCTaBJIEHHBIC IJIs1 JOCTHXKEHUS YKa3aHHOM 11eJ11, BKIIIOYAJIH:

1.  AHanm3 TIPOWCXOXKICHHWS ¥ DBOJIONMH CEMEUCTB (EPMEHTOB TYTH

OnocuHTe3a TpunTodaHa;

2. AHanm3 MpOUCXOXKJICHHS U IBOTIONNH cemelicTBa TAA,;

3. Amnanmu3 npoucxoxacHus u 3pojronnn cemeiictBa Y UCCA;

4. OreHka AyTUTMKAIMi reHOB (DepMEHTOB IyTH OMOCUHTE3a ayKCHHA B 9BOJIIOLIUN
pacTeHuii ¥ GyHKIIMOHAIBHOM POJIM ATOTO Ipoiiecca.

Hayuynass HoBu3HaA. BrepBble I0Ka3aHO, YTO TOMOJIOI PAaCTUTEIbHBIX
depmentoB TAA y XapodpurtoBoit Bomopociu K. nitens, KnTAA (NCBI:
GAQ80308.1) mo ¢yHKIMOHAILHBIM U CTPYKTYPHBIM XapaKTEpPHCTUKaM OoJee
OJM30K K allTMMHA3aM, 4eM K TpurnrodaHaMuHOTpaHcdepaszaM, U HE NMPUHUMAET
yuactusi B IIBA, 4Tto BmocmeacTBuu OBLIO IKCIIEPUMEHTATBHO MOATBEPIKIACHO
HE3aBUCHUMOM TPYIIIION UCCIIEI0BATENEH.

Bnepssie nmokazano, uro romosior YUCCA y XapodutoBoii Bogopocnu K.
nitens KnFMO (NCBI: GAQ82387.1), He TNpUHAIICKUT K CEMEHCTBY

pacturenbHbix 0enkoB YUCCA, a OTHOCUTCS K OTAEIBHOMY KJIacTepy-CEMENHCTBY
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FMO Ilb; ¢pynkuuu storo Oenka oTinudvaroTcss OT (YHKIHMA OEIKOB CeMeicTBa
YUCCA. Takum oGpa3oM, BrepBbie cTporo mokasano, uro IIBA(TAA/YUCCA)
NOSIBUJICS. B ABOJIIOLMU y OOWIIEro MIpeJika HA3€MHBIX PACTEHUM KaK pe3yJbTar
TOPU3OHTAJIBHOTO  TEpPeHOca  TIEHOB ~ OT  HEPACTUTEIbHBIX  TAaKCOHOB
(TpenmoIoKUTETHHO OAKTEPHIA).

BnepBble ycTaHOBIEHA JIOCTOBEpHAs IMOJOXKUTEIbHAS CBSI3b MEXKIY
yBeJIUYECHHEM KoJnuecTBa romosioroB ¢pepmeHToB [1BT u coxxHOCTRIO OpraHu3MoB
pPacTCHUMN.

Ilos10:keHNs1, BBIHOCMMbIE HA 3aIIUTY:

1. benox KnTAA (NCBI: GAQ80308.1) xaposoit Bomopociu Klebsormidium
nitens, romonoruyHei (epmentam TpunrtodanamuHoTpanchepas (TAA)
HA3eMHBIX PACTEHHM, MO (PYHKIIMOHAIBHBIM U CTPYKTYPHBIM XapaKTepUCTUKAM
Oosnee OJMM30K K aiMuHaszaMm, yeM K TAA, U He NMpuHUMaeT ydacTus B IyTH
OMOCHHTE3a AyKCUHA;

2. benok KnFMO (NCBI: GAQ82387.1) xaposoii Bomopociu Klebsormidium
nitens, romosiorn4Hbi  ¢pepmeHTam  QuaBuHMOHOOKcUTeHazaMm  YUCCA
(YUCCA) nazeMHbIX pacTeHUM, oTHOCUTCS K kiactepy IIb cymepcemeiicTBa
¢dbnaBuHMOHOOKCHUTEeHA3 kiacca B, He mpunamnexut k cemeiictsy YUCCA u
UMEET OTJIMYHBIC OT HUX (PYHKIINH;

3.Ilytp OmocuuTe3a aykcuHa TAA/YUCCA mosBUiICS B 3BONIONHMUA Y OOIIEro
Mpe/Ka HA3eMHBIX PACTEHHM, KaK pe3yJIbTaT TOPU30HTAIbHBIX IEPEHOCOB FE€HOB,
KOJAMPYIOMIUX 3TU (DEPMEHTHI, OT HEPACTUTENbHBIX TAKCOHOB.

Teopernueckasi 3HAYMMOCTb PpadoThl. Pe3ynbTaThl  HACTOSBIIETO
MCCIIEIOBAHUS TIO3BOJIMJIA YCTaHOBUTH npoucxoxzaeHue IIBA y pacrenmii. Ha
OCHOBE OMOMH(OPMATUUYECKOIO0 aHajgu3a U COMOCTABJICHMSI HAIIUX JAHHBIX C
pe3yipTaTaMu MO aHaIM3y (PEepMEHTATHUBHOW AaKTMBHOCTH psiAa OaKTepuabHBIX
OeNIKOB cyrepceMeicTBa (PIaBUH-COJEPKAIIMX MOHOOKCHUI€HA3 TMOKa3aHo, 4To
ITBA(TAA/YUCCA) nosisuiics B sBogtoruu 'y HITOIT Ha3zeMHBIX pacTeHui, Kak

pesyabtat ['TII" oT HepacTUTENBbHBIX OPraHU3MOB.
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AnpoGanuss padoTel. OCHOBHBIE pPE3YJIbTAThl, INOJYYEHHBIE B paMKax
HacTosAmed paboThl, OBUIM  TpPEACTaBIEHbl Ha  TpeTbedl  MOCKOBCKOM
WHTEpHAIMOHANIbHOU KOoH(epeHuu «MonekynsapHas ¢unoreHetnka» (Mocksa,
2012 1.); BOCBHMOH, JEBATOH, JACCATOH, OJMHHAIIATON W JBEHAJLIATON
MEXIYHAPOAHBIX KOoH(pepeHusax «bronHpopMaTnka TEHOMHOW peryasanud u
CTPYKTypHOU cuctemHou ouonorun» (HoBocubupck, 2012,2014,2016; 2018; 2020
rr.); IX MexnaynaponnoMm kourpecce "buorexnonorusi: CocTosiHHE U IEPCTIEKTUBBI
passutus" (Mockga, 2017); mexxayHnapoanoit koHpepennun "benseBckue urenus"
(HoBocubupck, 2017 r.); kondepeniuu PlantGen2019 (HoBocubupck, 2019).

Myoankamuu. [lo matepuanam auccepranuu OmyOJMKOBaHO 3 CTAaThbU B
xypHanax u3 Ilepeunss BAK (Bce unaexcupoBansl B PUUHLI, Scopus u Web of
Science), B ToMm unce 2 B 3apyOeKHBIX KypHaJlax, a Takke 9 Te3ucoB B COOPHUKAX
MaTepHaoB HayYHbIX KOH(pepeHuid. Bce paboThl 0my0IMKOBaHbBI B COABTOPCTBE C
KOJUIETaMHU.

Jlnunblii BkJIaa aBTOpa. Bce OCHOBHBIE Hay4yHBbIE pPE3yJbTAaThl ObUIH
MOJIyY€HbI aBTOPOM CAMOCTOSITEIIBHO.

CTpykTypa n 00beM padoThl. JuccepTraiusi COCTOUT U3 BBEACHUS, 0030pa
JUTEPATYPHI, MATEPUATIOB U METOJOB, PE3YyJbTATOB U OOCYKJIEHUMN, 3aKITIOUCHUS,
BBIBOJIOB, cIUCKa Juteparypbl (382 wucrouHWKa), CnHMcKa OOO3HAYCHHN W
cokpamenuii. Pabota u3noxxkena Ha 195 crpanumax (Bkiouas [Ipumoskenue),
conepxuT 27 pucynkos, 10 TaGmwil.

baarogapHocT. ABTOp BbIpakaeT UCKPEHHIO 0JarofJapHOCTh KOJUIETaM,
MPUHUMABIIIUM y4acTHE B BBITIOJTHEHUH padOT, MIPEJACTABICHHBIX B IUCCEPTALIUU, U
SBJIIOIINXCS COABTOPaMH TMOJYYEHHBIX PE3YyJbTAaTOB U OIyOJIMKOBAHHBIX CTATEH:
K. B. I'yn6uny, B. B. Cycnosy, U. P. AkGepauny.

Pexkonctpykuus ¢unorenernyeckoro aepesa TAA ¢ MOMOIIbIO MPOTPaMMBbI
PhyloBayes 3.3f u mpeackazanusi TpexmepHou cTpyKTypbl C-KoHIIEBOTO (hparMeHTa

oenka KNTAA K. nitens 6putn BoimosHeHsb! ['yaOunbiM K.B.
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OcoOyro TpuU3HATENBPHOCTh aBTOp BbIpakaeT akagemuky PAH H.A.
Kon4yaHoBYy 3a MOCTaHOBKY 3a/iaud, MOCTOSIHHBIM HHTEpec K paboTe W ILIEHHbIE
COBETHI U 3aMEYAHHS.

ABTOp BbIpakaeT HUCKpPEHHIOIO OnarogapHocth AdonnukoBy J[.A. 3a
Hay4YHOE PYKOBOJICTBO JAaHHOU PabOTOi.

HccnenoBanusi, IpOBEICHHBIE B TaHHOM padoTe, ObUIN MO AEPKAHbI TPAHTOM
Poccuiickoro Hayunoro ®@onga 14-14-00734, a Takxe OIOKETHBIMU MPOCKTAMU
V1.61.1.2 u 0324—2019-0040-C-01.

YacTh pacyeToB, MPOBEACHHBIX B pabOTE BBHIMOJHEHA C HCIOJIb30BAHUEM
BBIYUCIUTENBHBIX pecypcoB LlenTpa koimekTuBHOro nois3oBanus Ulul" CO PAH
"buonndopmaruka" wu  CynepkoMmmbroTepHoro 1eHtpa HoBocubupckoro

rocyaapCTBCHHOI'O YHUBCPCUTCTA.
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I'JTIABA 1. OB30P JIMTEPATYPBI

1.1 buocuHTEe3 ayKcHMHA, €ro 3HAYeHHWe H B3aHMOJEiCTBHE C APYIrHMHU

Mpoueccamu.

buonorus aykcuHa  ABISIETCS  OJHOM M3 cTapedmux  oOnacrei
AKCIIEPUMEHTAIIBHBIX HUccieaoBannii pactennii. Emé B 1880 roxy Yapinb3 JlapBun
BMECTE C CHIHOM TMPHU MPOBEICHHUH OIBITOB HAa MPOPOCTKAX KaHAPEECYHOU TPaBBI
(Phalaris canariensis — 31akoBbIe) OOHAPYKHIIM, YTO MPU OOKOBOM OCBEIICHUH
MIPOPOCTKHU U3THOAIOTCSI B CTOPOHY MCTOYHMKA CBeTa ((hOTOTPONUYECKUN U3ru0) U
HAYMHAIOT PACTH B 3TOM HampasieHuu. [Ipuuem B ombiTax ObLIO OOHAPYKEHO, UTO
32 (POTOTPONMUUECKHUI M3rM0 OTBEYAaeT BepXyllKka rmodera. JJapBUH MpeanoioKul,
YTO W3 BEPXYIIKH PAaCTEHHUS BHU3 TepemaaéTcs HEKWH, YyBCTBUTEIBHBIA K CBETY,
CUTHAJI, KOTOPBIA BBI3bIBACT M3rH0O moOera B HANMPaBICHUN UCTOYHUKA OCBEIICHUS
(Darwin, 1880).

HeMHoOro mo3xe 3T0 TUIIOTETUYECKOE BEIIECTBO CTaJHM Ha3bIBATH «AYKCHH
OT IPEYECKOro CIoBa «auxeiny, o3Havaromero «pactu» (Enders, Strader, 2015). B
1926-1928 rogax ®@. Bentom onnoBpemento ¢ H. I'. XonoausiM Obuta BBIIBUHYTA
duToropmoHanbHas ~ Teopusst ~ Tponu3MoB  ((OTOTpOmM3M,  TE€OTPOIH3M,
TUAPOTPONIU3M U T.J.), Ha3BaHHAs TMO3Ke Teopuei XonomHoro-Benra (Trewavas,
1992). Ilo oToif TEOPUU THIIOTETUYECKOE BEIICCTBO AYKCHH CHUHTE3UPYETCS B
BEpXYIIKE odera v JBUKETCS OTTyAa K €ro OCHOBaHUIO. [Ipr ’TOM HHTEHCHBHOCTD
NOTOKa ayKCHHa 3aBUCUT OT ocBelleHus. Korna mober ocemaercss cOOKy TO Ha
3aTeHEHHOW CTOpOHE Tmobera TOTOK AayKCHHA YCKOpsieTcsl (pacTeT  ero
KOHIICHTpAIKs), a Ha OCBEIIEHHON — 3ameisieTcs (€ro KOHIEeHTpalus nanaer). B
pe3ysbTaTe 4ero Ha 3aTeHEHHOW CTOpOHe mobera KIETKH, MO/ ACHCTBHEM ayKCHHA,
NenATcs/pacTyT pacTshKeHHEeM ObICTpee, YeM Ha OCBCIICHHOH, B WTOre moder
U3ru0aeTCcsi B CTOPOHY MUCTOYHHMKA CBETA. AHATIOTUYHO OOBSICHICTCS TPOTMHMYECKUI
U3ru0 B CTOPOHY MHBIX BXKHBIX JIJIS CYIIECTBOBAHUS PACTCHHS HCTOYHUKOB: H3THO
noOeroB, KOpHEW B HANpaBJICHUM TPAJUCHTA BJIArk, OPTraHUYECKUX WIIU

HCOPraHN4CCKHUX BCIICCTB U T.I.
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B nampreitmem Kernps B 1935-1939 Boimenwn uHAO0N-3-yKCYCHYIO KUCIIOTY
(MVYK), kotopas 6puta ueHTHUIIMpOBaHa Kak nepBbiil aykcuH (Teale et al. 2006).
NYK - OCHOBHOW HaTypaJlbHbI ayKCHH, KOTOphIM cocrtaBisger 80-95 % Bcex
ayKCHMHOB B TKaHSAX pacTeHHil pasHbix BuaoB (JIyrosa, 2011). ITockompky MYK
SBJIIETCSI HanOoJiee PaCIpPOCTPAHECHHBIM SHIOTCHHBIM AayKCMHOM B PAaCTCHHUSX,
tepmunbl aykcud 1 UYK unorna ucnonssytores Bzaumoszamensiemo (Gray, et al.,
2001). Kpome Toro, Tak:ke ObUIH BbIIEACHBI MHOTHE TOMOJIHUTEIbHBIC COSTUHCHHUS
(puc. 1), obmamaroryie ayKCMHOBOW aKTUBHOCTBIO, BKITFOYAS WHJIOJ-3-MaCSHYIO

kucioty (MMK) u mHadptunykcycnyto kuciory (HYK).

MpupoaHble ayKCI/IHbI

COOH COOF
m \

4-Cl- VIyK NMK

Iz

CuHTETMYECKME achm H bI
Cl N\ COOH

OH |
‘“\ OH
/E; e N e
Cl OCHj4 NH

2,4-4 D,VIKaM6a nuknopam

Pucynok 1. CTpyKkTypbl IPUPOJHBIX U CUHTETUYECKUX ayKCUHOB. AYKCHHBI,
oOHapy>KEeHHBIE B PACTEHUSX, BKIIOYAIOT aKTHBHBIE ayKCHHBI HHJI0JI-3-YKCyCHas! KUCIIOTa
(UYK), 4-CI-IAA u penunykcycHas kucinora (DYK), a Takike HeaKTHBHBII MTPEAIIECTBEHHUK
aykcruHa MHJo0a-3-MacnsHas kucnota (MMK). Cunternyeckre ayKCHHBI BKIFOYAIOT aKTUBHYIO
2,4- muxnopdeHOKCHyKCycHY0 KucaoTy (2,4-/1), HaprunykcycHyto kuciory (HYK), 3,6-
JUXJIOpP-2-MeTOKCHOeH30iHas KucnoTa (ankamba) U muKiiopam (IpOU3BOTHOE THKOIHHOBOM
kuciotel). (Enders, Strader, 2015)

AykcuHBI OOHapyXeHbl y Ha3eMHBIX pactenuit (Bonner, Bandurski, 1952;
Brumos et al., 2014), Xapodurossix (Cooke et al., 2002; Hori et al., 2014), 3enéubix
(Niemann, Dorffling, 1980; Cooke et al., 2002; Tarakhovskaya et al., 2007; Stirk et
al., 2013), Kpacusix (Ashen et al., 1999; Yokoya et al., 2010; Mikami et al., 2016)
u bypeix Bogopocieii (Le Bail et al., 2010; Zizkova et al., 2017), y rpu6os (Gruen
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etal., 1959; Prusty et al., 2004), y Hexotopsix xuBoTHBIX (Ichimura, Yamaki, 1975;
Lau, 2009; Bertilsson, Palmer, 1972) u y mukpoopranuzmos (Sergeeva et al., 2002;
Spaepen et al. 2007; Hussain et al., 2010; Mazhar et al.,2013; Duca, 2014). IIpu
TOM ayKCHH YX€ JaBHO MPU3HAH TOPMOHOM, HEOOXOIAMMBIM JIJISi TIOYTH BCEX
acriekToB pocra u pasutus pactenmii (Davies, 2004; Stepanova et al., 2008;
Mockaitis, Estelle, 2008; Chapman, Estelle, 2009; Vanneste, Friml, 2009; Zhao,
2010; Po3oB u ap., 2013; Rahman, 2013; Mironova et al., 2017; Weijers et al.,
2018; Blakeslee et al., 2019; Du et al.,, 2020): anwkanbHOE JOMHUHHUPOBAHHE,
IPaBUTPONU3M U (POTOTPOIU3M, SIMOPUOTEHE3, POCTOBBIC ABUKEHUS, 00Opa3oBaHUE
COCYJZIOB, (DMIUTOTAKCHC U JTUCTOOOpa3oBaHue, 3aJepKKa JUCTOINAAa, CTUMYJISIUS
CUHTE3a ATUJIeHa, POPMHUPOBAHUE LIBETKOB U IIJIOI0B, PA3BUTHE MBUIbIIbI, BETBICHUE
noOeroB, WHUIMAIMS JIaTePAIbHBIX KOPHEH, CTUMYJSIUS pPOCTa KIETOK
PACTSKEHHUEM, JIeJICHUE KJIETOK U UX TuddepeHupoBka, ynpaBieHUe [IUPKaTHbBIM
PUTMOM OTKPBITUSI ¥ 3aKPBITUS LIBETKA, PETYISAIMS CUHTE3a HYKJIEMHOBBIX KUCJIIOT,
perymsiusa cuHTe3a OeIKOB, OOMEH BEIECTB B KJIETOYHBIX CTEHKAX, JbIXaHHE,
VIJICBOJHBIA W JIMINUJIHBIA OOMEH, CHUHTE3 (OTOCHMHTETUUECKUX ITUTMEHTOB,
(GOTOCHUHTE3 ¥ CHHTE3 BTOPUYHBIX BEIIECTB.

[ToBeiennsii ypoBens UYK wniu ero akrusuzanus B mnpoueccax nepegayu
CUTHAJIOB MOTYT CIOCOOCTBOBAaTh pa3BUTHUIO 3a00JICBAHUNA TIPU HEKOTOPHIX
B3aMMOJICUCTBUSX PACTEHUM C MAaTOr€HAMU W OCHa0JsATh 3alllMTHBIC PEaKIUu
pacrennii (Kunkel, Harper, 2018). PacTeHus MCIONB3YIOT CUTHAJIbHBIC MYyTH H
TPAHCIIOPT ayKCHHA JJIs U3BMEHEHHUS apXUTEKTYpPbl KOPHEBOM CUCTEMBI B OTBET Ha
paznuyHble OMOTHYECKHE W a0uoTHYecKue cTuMyJbl pusochepsr (Kazan, 2013;
Hong et al., 2017). HeyauBuTensHO, 4TO OMOCHHTE3, PETYJISIUSI U METa00IH3M
ayKCHHA B PACTEHUSX, a TAKYKE IBOJIOLMS T€HOB, YUYAaCTBYIOIIUX B 3TUX MpoleccaXx,
IPHBJICKAIOT CTOJIb MIPHCTAIbHOEC BHUMaHue uccienosareneit (Rozov et al., 2015;
Tivendale et al., 2014; Brumos, et al., 2014; Matthes et al., 2019).

Takum o00pa3om, ayKCHUH SBISICTCSI KIIIOYEBBIM PETYISTOPOM MHOTHX
aCIeKTOB POCTa W Pa3BUTHUSI PACTEHUM, OJIHAKO MEXAHU3MBI, JIGKAIIE B OCHOBE

ATOTO MPOIIECCa, H3YUYECHBI HEAOCTATOYHO XOpoiIo. OOBIYHO CUYUTAETCS, UTO Cy1b0a
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KJIETOK ¥ (OPMHPOBAHWE OPTaHOB Y PACTCHHA OMPEHEISIOTCS JIOKATbHBIMHU
rpaJlicHTaMd ayKCWHa, KOTOpble co3matorcs Oenkamm  cemelictBa PIN
(TpaHCTIOpTHBIC OCTTKH), KOHTPOJIMPYIOMUMU HANPABJICHHSI ITOTOKA ayKCHHA Yepe3
KJIETOYHBbIE MeMOpaHbl U ob1iee pacnpeaenenue aykcuna (Friml et al. 2002, 2003;
Benkova et al. 2003; Reinhardt et al. 2003; Heisler et al. 2005; Leyser, 2005).
OpnHako B TOCIETHWE TOABI OBUIO YCTAHOBJICHO YTO, HECMOTPS Ha Pa3BUTYIO
CHCTEMYy TpPAHCIIOpTa ayKCHHA y HAa3eMHBIX pAacTeHUH e€ HEeAOCTaTOYHO JJIst
oOecrieueHuss HEOOXOJUMBIX MUHUMYMOB U MAaKCUMYMOB KOHIICHTPAIMH ayKCHHA,
B CBOIO ouepe/lb 00ECIeYNBAIONINX POCT M Pa3BUTHE PACTCHUH, IS ITOTO TaK¥Ke
HeoOxoauM MecTHBIN cuaTe3 aykcuHa (Chen et al., 2014; Ma et al., 2017; Zhao,
2018; Casanova-Saez, Vo8, 2019; Matthes et al. 2019).

Pactenust Takke WCHONB3YIOT JIOKAJIbHBIH OMOCHHTE3 ayKCHHA JUIs
ONITUMM3AIIMN CBOETO POCTA, KOTJa OKPY’KAOIIasi Cpe/Ia MpeTepreBaeT N3MCHCHUS
(Stepanova et al., 2008; Chen et al., 2014, 2016; Zhao, 2018). He 3Has1, rae uMEHHO
CUHTE3UPYETCS] ayKCUH B pPACTEHUSX, TPYIHO TOHSATh TOYHBIE MEXAHU3MBI
MIEpEeMEICHUST ayKCHHA M TO, KaK CO3MAI0TCS W TOJICPKUBAIOTCS TPAJTUCHTHI
aykcuna (Cheng et al., 2006; Zhao, 2001). B pesyiabrare, HCCICIOBaHHE
JIOKaJIbHOTO OWOCHMHTE3a ayKCHHA B TOCJEIHEE BpeMs CTajo BaXKHOW 3ajadve,
peIIeHre KOTOPOH MOXET B 3HAYUTEIBHOW CTENIEHU IMOMOYb MOHSITH MEXaHU3MBI
pocTa, pa3BUTHUSL PACTEHUN M MX QJaNTallMi K U3MEHEHHUSM OKPYXKAIOIIEeH Cpesibl
(Zhao, 2018). Takum o00pa3oM, aKTyaJbHOH 3aJadeil SBJISCTCS OINpeAciICHUC
MOJICKYJIIPHBIX MEXaHU3MOB OHOCHHTE3a ayKCHHA, YTO MOXET JlaTb HOBBIE
MOAXOMABl ISt 3a7a4d yCTAHOBIICGHUS MOJICKYJISIPHBIX MEXaHH3MOB pPa3BUTHSA
pacTeHu, OTpeIeTICHUS POJIM ayKCHUHA B ATUX MPOIIECcCax, TIOHUMAaHUSI MEXaHU3MOB
TpaHCIIOPTa ayKCHMHA W M3YyYEeHHs] POJIM ayKCMHa B (POPMUpOBAHUM TKaHEH u
opranoB pacrenuii (Mano, Nemoto, 2012).

AYKCHUHOBBI ~ METa0OJIM3M  TIPEACTaBISAET COOOM  CIIOKHYIO  CETh,
BKJIIOYAIONIYIO Mpolecchl CcuHTe3a U TpaHcnopra aykcuHa (MYK), ero
WHAKTHBAIUIO U KaTaOOIM3M, YTO 00CCIICUNBACT HAACKHOCTh CUCTEMBI PETYIISIIINH

KOHIIEHTPAIIMU 3TOTO (PUTOTOPMOHA B KJIETKaX M TKaHSAX pacTeHus. B mpopocTkax
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AYKCHH CHUHTC3UPYCTCA B aIICKCC H06era, B MMPpUMOPANAX JIUCTBECB U B MOJIOABIX
JIUCTBAX, BO B3POCJIOM PACTCHHUHN AOIIOJHUTCIIBHO MOZKET IIPOUCXOAUTH CHUHTC3 B

JNPYTHX YacTsX, B TOM yncie u B kopre (Ljung et al., 2002).

1.2 CuHTe3 ayKCHHA Y HA3eMHBIX pacTeHHii

1.2.1 Tpunmocdpan-nezasucumolii nymo 6uocunmesa aykCuna

[Ipeamonaraercsi, 4YTO ayKCHH B PACTEHUAX CHHTE3UPYETCS ABYMS
pPa3IMYHBIMM  TYTSIMHU: TPUNTO(PAH-3aBUCUMBIM U TPUNTO(hAH-HE3aBUCUMBIM
(Normanly, 2010).

Hcxons u3 9KCIEpUMEHTAITBHBIX MCCIICIOBAaHNH, TPOBEAEHHBIX Ha Zea Mays
u A. thaliana psa aBTOpoB mpennojaraid HaJIUYUE Y HEKOTOPBIX Ha3eMHBIX
pacteHuil TpuntodaH-HE3aBUCUMOTro yTH cuHTe3a aykcuHa (Wright et al., 1991;
Normanly et al., 1993; Sztein et al., 2000; Cooke et al., 2002).

Taxoke mpeanonaaragaock, 4To y CIOPOBBIX PACTEHUM, TAKUX KaK IEYCHOYHBIE
MxH, Oonpmas yacte MYK mnpoayuupyercss TpuntodaH-HE3aBUCHUMBIM ITyTEM
(Sztein et al., 2000; Cooke et al., 2002). OnHako BbIpaliiBaHue MEYCHOYHOTO MXa
Marchantia polymorpha na cpeaax ¢ mo6aBieHreM TpunTodaHa MPUBEIO K IBHOMY
(dbeHOoTUIy, CXOAHOMY C TaKOBBIM, HaOIIOaeMBIM JIJIS1 PACTCHUH, BRIPAIIICHHBIX Ha
aykcune (Dunham, Bryan, 1968). ITozxe [xascan u Jxoxpu (Jayaswal, Johri,
1985) mpomeMoHCTpHUPOBAIK, YTO KyJIbTyphl Mxa Funaria hygrometrica moryt
HCIIOJIB30BaTh AK30TCHHBIN TpunTodan i cuate3a MYK gepes nmpomexyTodHoe
coeiMHeHue — MH10J1-3-TimpoBuHOTpaanyto kucioTy (UITK). I'ens taa u yucca y M.
polymorpha obuti Ha3Bansb! taa, yuccal u yucca2. Iloreps [IBA(TAA/YUCCA) y
HUX TPUBOJIUT K oTepe auddepeHmpoku kinetok u Tkanew (Eclund et al., 2015).

B pesynprate, HecMOTpsT Ha TO, 4YTO €CTh pa3pO3HEHHBIC JAHHBIC,
yKa3bIBAIOIIUE HAa BO3MOXKHOE CYIIIECTBOBaHHE TpUITOhaH-He3aBucumoro [1BA mo
KpallHEeW Mepe Yy HEKOTOPBIX TPYIN PACTEHUM, MOJIEKYISIPHBIE KOMIIOHEHTBI 3TOTI0

IyTH TOJHOCTBIO He ObLIH MaeHTHuIMpoBansl (Zhao, 2014, Wang et al., 2015).
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1.2.2 Tpunmocdpan-3asucumoiit nymep 6uocunmesa aykcuna

Emé B 1947 tomy Obuto OOHApYyX)EHO, YTO AyKCHUH CHHTE3UPYETCS W3
tpuntodana B muctesax mmuHata (Wildman et al., 1947). OgHako MmowWcK myTH
CHHTEe3a aykcmHa w3 Tpuntodana mpomomkaics Oonee 60 mer. Tak x 2010
CJIOXKHUIIACh CXE€Ma THUIMOTETUYECKUX MyTel OMOCHMHTE3a ayKCHMHA U3 TpunTodana B
KOTOPOM MPEANoaraiochk, 4YTo cieayompe pepMenTsl ruroxpom P450 79B2 / B3
(CYP79B2/B3), YUCCA (YUC) u tpunrodan amunorpanchepaza (TAAL/TAR)
MOTyT AciicTBoBaTh B oTAenbHBIX IIBA (puc. 2A) (Zhao, 2010; Mano, Nemoto,
2012). DTa cxemMa ocTaBaJlaCh THIIOTCTUYCCKOW, TaK KaK HHU JUISI OJHOTO W3
MPEIIOKCHABIX B HEH TyTed HE OBbUIO TOATBEPKIACHO OSKCIEPUMEHTAIBHO

CYILIECTBOBaHHE BCeX (DEPMEHTOB U PEAKIUN y paCTEHUH.

A | . |
TAV l PROPER . :

I | I 1

1 1 I |

1 1 I |

MK TAM ¢ ! TAM ! !

1 1 I |

MAM l YUCl : / ' MAM l WK b / }
l : l i

1 1 | |

I | I |

I 1 |

| 1 1

1 |

1 |

| |

1 |

IAAId HTAM

NAM Yuc : \‘VIAM
AMI1T \_ AAOT / AMI1 /
1 |
v 1 1
MyK Myk T __ ]

GH3 GH3
UYK-Asp NYK-Asp
UYK-Glu NYK-Glu

Pucynok 2. [Ipennaraemsrii myts Onocunresa MYK B pactenusix. (A) Panee npennoxeHHbie
nytu 6rnocunte3a UVK. (B) [Tyt 6nocuntesa UVK, otkpsiteiii B 2011 romy (Mashiguchi et al.,
2011; Won et al., 2011; Stepanova et al., 2011; Tivendale et al., 2012, Dai et al., 2013). )Kupusie

crpeniku Ha cxemax (A) u (B) ykassiBatot (A) npemnaraemsie pynknuu TAA1 u YUCCA u (B)
ycTaHOBIIeHHbIE dKkcriepuMeHTanbHO B 2011 roay. [Tyts MA L (MH1011-3-a11e TaibJOKCHM)
WILTIOCTpUpPYeTCs MyHKTUPHBIM KBagparoM. UYK-Asp u UYK-Glu (B HuXHEW 4acTH cXeM)
npenacTaBistoT coboit Merabonutsl UYK, uccnenosannsie B pabore Mano u Hemoro (Mano,

Nemoto, 2012). Pucynok agantupoBaH u3 ctatbit Mammuryuu u ap. (Mashiguchi et al., 2011)
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B uwactHocTH, npennonaranoch, uto pepmentsl TAA1 (Ha cxeme puc. 2A
BoiziesieHo cuHuM 11BeToM) U Y UCCA(YUC) (Ha cxeme puc. 2A BbIJICICHO KPACHBIM
I[BETOM) JICHCTBYIOT B IBYX Pa3JIMYHBIX IyTAX CHHTE3a aykcuHa (Zhao, 2010; Mano,
Nemoto, 2012). Toawsko B 2011-2012 roxax, mociie oTkpbiTHs Toro, uto YUCCA, B
peakuuy, 3aBUCHMOU oT Ko(epmeHTa HAJI®H
(HHKOTHHAMUAaICHUHANHYKIIeoTHIdochaT), MoxkeT npespaniare UITK Hanpsmyro
B ayKCHH, OBLI MOJHOCTHIO HACHTUUIMpOBaH TpunrtodaH-3aBucuMbii [IBA,
COCTOSIIIMK W3 JABYX MOCIEAOBATEIbHBIX peakiuii: 1) cHadanma TpuntodaH, moj
nevicteueM ¢epmenta TAA1 mnpeoOpasyercs B UIIK, a 3arem 2) HIIK
npeoOpasyercs B aykcuH o neiicterueM Gpepmerta Y UCCA (puc. 2B) (Mashiguchi
et al., 2011; Won et al., 2011; Stepanova et al., 2011; Tivendale et al., 2012, Dai et
al., 2013). B wnacrosimiee Bpems [TBA(TAA/YUCCA) ocTaércsi eTuHCTBEHHBIM
MOJTHOCTBIO ONMKMCAHHBIM MyTEM OnMocuHTe3a aykcuHa y pactenuil (Enders, Strader,
2015). IIBA(TAA/YUCCA) dpyukunonaisHo oxapaktepu3oban y A. thaliana, puca
(Oryza sativa), kykypy3sl (Z. mays), Brachypodium distachyon, nerynuun (Petunia
hybrida), neuenounoro mxa M. polymorpha u y MHorux apyrux BuaoB (Zhao,
2018).

Takum 00pa3oM, YCTaHOBJIEHHBIM y Ha3eMHBIX pacTeHuit monHbii [IBA
coctouT U3 AByX 3TanoB: (I) cuHTe3 Tpunrodana u3 xopusmara — (pepMEHTHI Ha
CXEMe€ BBIJIeTICHBI 3eJIeHBIM 11BeTOM TekcTa U (II) cunTe3 aykcuna u3 tpunrodana —

(epMEeHThI Ha CXEME BbIJIEJIEHbl CHHUM LIBETOM TEKCTa (puc. 3).
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N-(5-phosphoribosyl) — 1-(2-Carboxyphenylamino)- Indole-3-glycerol
Chorismate Anthranilate anthranllate (PRA) 1- d:oxy D-ribulose 5- phosphate (IGP)
O._.OH 0.__OH p osphate (CDRP) OH

]
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e T @
H
WMHA0N-3-NMPOBUHOrPaaHan -Tryptophan

Kucnota (UMK) (TRP)
3-MHAONNAYKCYCHaA

Kucnota (UYK)

Pucynoxk 3. Tpunrodan-3aBucumslii myTs Onocuntesa aykcuta (MYK). UepHbIM 1IBETOM TEKCTa
0003HaueHBI MeTa00IHTHI, yyacTBytomue B [IBA, 3en€HbIM — epMEeHTHI TyTH OMOCHHTE32
Tpunrodana u3 xopuzMara (0003HaYCHUST HAUYAIBHBIX M KOHEUHBIX BEUIECTB /I O0OUX ITyTeH
BBIJICJIEHBI )KUPHBIM MIPU(PTOM), CHHUM — (hepMEHTH OMOCHHTE3a ayKCUHA U3 TpUnTodaHa.
O6o3nauenus pepmentoB: ASA/ASB — rereponumep ASA/ASB, ASA - anthranilate synthase a
(Niyogi et al., 1992), ASB - anthranilate synthase [ (Niyogi et al., 1993); PAT - phosphoribosyl
anthranilate transferase (Rose et al., 1997); PAI - phosphoribosylanthranilate isomerase (Li et al.,
1995a); IGPS - indole-3-glycerol phosphate synthase (Li et al., 1995b); TSA - tryptophan synthase a
(Salvini et al., 2008), TSB - tryptophan synthase B (Zhao et al., 1994); TAA - tpunrodan
amuaoTpancdepasza; YUCCA — dmnaBun-coaepkanias Monookcurenaza YUCCA

1.2.2.1 @epmenmul nymu 6uocunmesa mpunmoghana y pacmeHuii

Tpuntodan HEOOX0AUM TJIABHBIM 00pa3oM JJis CUHTe3a Oeika y OakTepuil u
rpu0oOB, TOTJIa KaK y pacTeHUH TpunTodaH, MIOMUMO CUHTE3a OeJKa, TaKXKe SBISETCA
MPEIIIIECTBEHHUKOM Ui CHHTE3a KIIFOUEBBIX «BTOPUYHBIX» METaOOIHMTOB, TaKHX
KaK OCHOBHOW SHJIOT€HHBIN ayKCUH — HHA0I-3-yKcycHas kucnota (MYK) u npyrue
METabOJIUThI, KOTOphIE, HampUMep, MOTYT Y4YaCTBOBaTh B 3aIlUTE PACTCHHS OT
NaTOreHHBIX MUKpooprann3moB U TpaBosaubix (Niyogi, Finkl, 1992). Tpunrtodan
CUHTE3UPYETCS M3 Xopu3maTa uepe3 MHIoI-3-Thunepoiidpocdar B xjoporuiacrax
(Radwanski, Last, 1995). ¥V pactenuii nyts O6uocunteza tpuntodana (I16T) u3
XOopu3MaTa BKIIIOYAET IIECTh IMOCIEI0BATEIbHBIX PEaKINi, KOHTPOIHPYEMBIX
cneayronmmu pepmentamu (Radwanski, Last, 1995; puc. 3):

1. ASA/ASB (anTpanuiar cuHTa3a o/aHTpaHUJIAT CUHTa3a f3);

2. PAT(TRP) (pochoprbdosun antpanuiaT-rpanchepasa);
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PAI (dbochopubosun-anTpaHuiaT-uzoMepasa);
IGPS (unnon-3-raunepon gpocdar cuHTaza);

TSA (tpunrodaHn cuHTasa o);

o o bk~ w

TSB (TpunTodan cunrasza f3).

1. ®epment anTpanunarcunraza (AS; EC 4.1.3.27) xaranusupyeT MNEepBYIO
peakiuto [1BT - npeBpamienue xopusmara B antpanuiar (puc. 3). Cuurtaercs, 4To
y pacTeHuil roogepMeHT AS sBIsIETCS TeTepoTeTpaMepoM, KOTOPHI COCTOUT U3
nByX o-cyobenuuuil (ASA) u nyx B-cyonenunur (ASB) (Poulsen et al., 1993). a-
CyObenmMHUIIa O0NaJaeT KaTaIUTUYECKOW aKTUBHOCTBIO, a [-cyObemauHuIia
o0najaeT aMUHOTpaHCPEPA3HON aKTUBHOCTHIO, KOTOPAsi IEPEHOCUT aMUHOTPYIITY
U3 TIIoTaMuHa Ha o-cyonseaunauniry (Hong et al., 2006).

2. Bropas peakius — katanusupyemoe Gpepmertom PAT(TRP) (dbochoprbosmi
aHTpaHuiaT-TpaHcdepasa), npeodpazoBanure aHTpanwiata u pocpopundocdara B
dbochopudo3nmaHTpaHUIIaT U Heopranndeckui nupodocdar (Rose et al., 1997).

3. Tpetbst peakius — karanuzupyemoe hochoprdo3uiaHTPaHIIIAT U30MEPa30U
(PAI), npeBparnienue 5-pochopudosmnantpanmiata B 1-(O-kapOokcupeHnIaMuH)-
I-neoxcupebyno3a-5-dpocdar (Li et al., 1995).

4.,  UYerBépras  peakuus — 910  peakums  npeBpamenus  I-(O-
kapookcudenmunamut)-l-neokcupedynosa-5-pocdara B wHm0I1-3-rIIHepo pocdar
(IGP), karanuzupyemas pepmertom IGPS (EC 4.1.1.48) (Tzin, Galili, 2010).

S. [laras peakuuss — cyObeauHuna TtpuntodancunTasel anbda (TSA)
KaTaJlM3upyeT TMpeBpalieHue HHAoI-3-Thnunepoidocdhara B UHAOA. ITO
npeanociensss peakiuro B [IBT (Radwanski, 1995).

6. [Mlecras peakmus IIBT — cyObeamnuna tpuntodancuarasel O6era (TSB)

KaTaJM3upyeT npespaiienre uuaoiaa B L-tpunrodan (Last et al., 1991).

1.2.2.2 Cmpykmypa u ¢pynkuyuu 6enxoe cemeiicmea TAA

benku cemeiictBa TAA (L-tpunrodan-nupyBat amuHoTpaHcdepasza;, EC

2.6.1.27) conmepxxat toiabko oaumH gomeH AAT like (umentudurarop bl CDD
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cd00609), 3arnMaronIyii NEHTPAILHYIO YacTh MOCe0BaTeIbHOCTH. Hampumep, B
oenke TAALl A. thaliana, pasmepom 391 a.0., 3TOT JOMEH JIOKAJIM30BaH B
nosiockennu ¢ 71 mo 381 a.o. B 6a3e nanueix PDB (Burley et al., 2022) ects nBe
MOJICJIA TIPOCTPAHCTBEHHOM CTpYKTyphl i Oenka TAAL A. thaliana 3BWN u
3BWO (Tao et al., 2008).

CemeticTBo 0e1ikoB TAA OrpaHWYCHO TOJIBKO pacTUTEIIbHBIME Oenkamu (Y Uue
et al., 2014). ¥V A. thaliana ects Tpu rena cemeiictBa taa: taal, tarl, tar2.
HoxayTHbie MyTaHTHI 110 TeHY aal 1eMOHCTPUPYIOT U3MEHEHHYIO PEAKITHIO HA TEHb
W YCTOWYMBHI K 3TWiIeHY U HadTuiadTaramunoBoit kuciore (HAK), Ho npu sToM
OHU HE JIEMOHCTPHUPYIOT PE3KUX JN€PEKTOB Pa3BUTHs MPU HOPMAIBHBIX YCIOBUAX
pocta. JIBOWHOW HOKayTHBIH MyTaHT To reHam taal u tar2 memoHcTpHupyer
cepbE3HbIe e(heKThl B POCTE PACTEHUS, CBI3aHHBIC CO 3HAYUTEIHHBIM HEJIOCTATKOM
ayKCHHA: OHU HMMEIOT pe3Kue Ae(EeKThl B Pa3BUTHUU COCYAOB W I[BETOHOCOB H
NOJHOCTBIO cTepriibHBI (Stepanova et al., 2008). Takke ¢ HCIIOJIB30BaHHEM
TPOMHBIX HYJIb-MyTaHTOB 110 taal, tarl u tar2 6pu10 moka3zaHo, 4YTo BCE 3TU TPU T'eHA
HEOOXOMMBI JIsI IPABIIIBHOTO ()OPMUPOBAHUS TTATTEPHA SIMOPHOHOB: Y MyTaHTOB
HE pa3BHMBaeTcs OasayiibHas 4acTh SMOpuoHa (Stepanova et al., 2008). Takum
oOpazoM, Obl10 mokazano, uto ¢epmeHTsl TAA1l, TAR]1 u TAR2 yuactByloT B
CHHTE3¢ ayKCHHA Ha Pa3IMYHBIX CTAJIUAX pa3BUTHs pe3yxoBuaku (Stepanova et al.,
2008). I'eneTrueckass M30BITOYHOCTh I'C€HOB taa y OMHOMOJBHBIX, MO-BHIUMOMY,
MEHbIIE, 4eM y reHoB taa pezyxoBuiaku. MHaktuBauus ogHoro taal-mogoOHoro
reHa y KyKypy3bl (MyTaHThI Vt2) IPUBOIUT K PE3KUM Jle(heKTaM Kak BEr€TaTUBHOTO,
Tak u penpoaykruBHoro pazsutus (Phillips et al., 2011). Hapymienue rena taal y
puca TPUBOAWT K IUICHOTPOMHBIM (EHOTHMAM, BKIIOYAs MEJIKHE METEIKA H
aHoMmasibHOE pa3Butue cocynoB (Yoshikawa et al., 2014).

I'enbl taa BBICOKO KOHCEpPBATMBHBI CPEAM HA3€MHBIX pacTeHUil. bbuio
MOKa3aHo, YTO OPTOJIOTH pe3yxoBuaku taal B kykypyse (Z. mays), puce (O. sativa)
u opaxunoauyme (Brachipodium distachyon) urparot BaxHyI0 pojib B OHOCHHTE3E
aykcuHa u ero pasputuu (Phillips et al., 2011; Pacheco-Villalobos et al., 2012;
Yoshikawa et al., 2014).
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bmvxkaiimumu romosioramu TAA SIBISIIOTCS O€TTKH alNIMUHA3 — CEMEUCTBO C
moKa emié HeyCTaHOBJICHHOH y pe3yxoBuaku (yukuueii (Stepanova et al., 2008) u

oenxu nipocteitmmx (Yue et al., 2014).

1.2.2.3 Cynepcemeiicmeo 6e1k06 (hiasun-cooepicaumiux MOHOOKCULEHA3 U
eéxoosauwee ¢ nezo cemeiicmeo YUCCA

1.2.2.3.1 Cynepcemeiicmeo prasun-cooepircauux MOHOOKCUZEHA3

dnaBUH-COAEpKAIIAs MOHOOKCHUT'€HA3a (FMO, EC 1.14.13.8)
MJICKOMTUTAIONIMX Obla BIEpBbIe onucana nqokropoM [lanusnem Llurnepom u ero
koiuteramu u3 Texacckoro ynuBepcurera B Octune (Ziegler, 1980, 1988, 1991,
1993, 2002; Poulsen, Ziegler, 1995). Torna kak 6enku TAA Ha3eMHBIX pacTECHHIA
UMEIOT OJIM3KUX TOMOJIOTOB TOJIBKO Y Xapo(UTOBBIX BOJOPOCIEH U MPOCTEHIINX,
oenku  YUCCA  oTHOCATCA K CymepceMercTBy  (hiIaBHH-COJEpKAIINX
MOHOOKCHUT€Ha3, MPEICTaBICHHOMY BO BCEX TaKCOHAX JKHUBBIX OpPraHU3MOB
(Huijbers et al., 2014). dnaBuH-coaepKaIiye MOHOOKCHTEHA3bl KaTaIU3HPYIOT
MEePEeHOC OJHOT0 aToMa MOJEKYJISIPHOTO KHCIOPOJa Ha OpraHWYecKHuil cyocTpar,
TOT/Ia KaK JPYyroil aToM KHCIOpoJa BOCCTaHaBiMBaeTcs a0 Boasl (Huijbers et al.,
2014). JIns mepeHoca atoma KUCIOpoja (IaBHH-COAEPIKAIIAE MOHOOKCHUTCHA3BI
ucnonb3ytor DAJl (draBuH-aIeHUH-TUHYKICOTHI) B KadecTBe Kodakropa u
HAJI®H (HukoTMHaMHIaACHUHIMHYKIeoTHAPochaT) B  KadecTBE JOHOpa
anekTpoHoB (Ziegler, 1990). Ha ocHoBaHuM CTPYKTYpbl U (HDepMEHTATHBHBIX
CBOMCTB CyIepceMencTBO (PIaBUH-COAEPKAIUX MOHOOKCUTEHA3 JEIUTCS Ha §
kiaccoB (kaacc A — kimace H) (van Berkel et al., 2006; Huijbers et al., 2014).

®epmentsl YUCCA otHocates k B kiaccy cymepcemeiictBa (priaBuH-
coJiep Kalnx MOHOOKCUTEeHa3. Bee ¢uraBuH-coeprkaiire MOHOOKCHUTEHA3hIl Kilacca
B coxepxar aBa TUNMYHBIX MOTHBa «ckiaaka Poccmana» (GxGxxG/A): nmepBbiit
pacnosioxkeHHbI Ommke K N-koHIy Oenka — DAJ[ cBA3BIBAIONINIA CAUT U BTOPOU
pacnoJjioxeH okoJio cepeannbl 0enka - HAJI®H ces3piBaromuii caiit (Riebel et al.,

2014). U mexny aumu, Hemaieko or HAJI®H ces3biBaroiero caiira (Broporo
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MoTHBa ckianka Poccmana) pacnonoskeH FMO caiit (FXGXXXHXXXF/Y/W). Benku
¢daBUH-coIEepKAMUX MOHOOKCHTEHA3 Kilacca B BKIIIO9aroT Tpu mojkiacca:

1)  Monookcurenasel babiep-Bummurepa | tuma (BVMO | Ttuna)
(cymectBytoT Takke BVMO |l Tumna, Ho oHM npuHaijiekar K (hJaBHH-COJICpIKAITAM
MoHOOKcureHazam kiacca A). BVMO (BVMO | tuma) conepxar motus carita FMO
— FxGxxxHxxxWP/D u rinaBHbIM 00pa3oM KaTaJH3UPYIOT PEAKLUI0 OKHUCICHHS
baiiepa-Bwinurepa, XOTs OHHM Takke CIOCOOHBI OKHCISATh COCAMHCHUS,
cozeprkariue rerepoaromsl Takue kak N, S, B wim Se (Riebel et al., 2012);

2) N-ruapokcunupyromue Monookcurenassl (NMO) nMeroT ¢xoacTBo ¢
IByMsi ApyrumH noakiaccamu kiacca B (¢ BVMO u FMO), HO He uMmeroT
XapaKTepHOTOo IS 3TUX ABYX mojakiaccoB motuBa FMO caifta. BmecTo atoro B
obnmactu pacnosiokeHusi 3toro caiita y NMO oOnapyxuBaeTcs IUIlb OJUH
koHcepBatuBHbIi ructuanH (Riebel et al., 2012). NMO 00bYHO KOHBEPTHPYIOT
NIepBUYHBIC aMUHBI ¢ JUIMHHOM mernbro (Stehr et al., 1998; Riebel et al., 2014).

3)  ®dnaBuWH-cOJEpIKAIIUEC MOHOOKCHT€Ha3bl (FMO — FMO
Muekormraronux - EC 1.14.13.8) — wumeror motuB FMO caiita (caiita
unentudukaun FMO) FXGXXXHXXXF/Y (puc. 4) u B OCHOBHOM KaTaJIH3HPYIOT
peakiuu OKUCIICHUSI T€TePOATOMCOCPKAIIUX COCAMHEHHM, B TO BpeMsl KaK OHHU
Her((PeKTUBHBI B peakuMsX OKucieHus balepa-Bumumurepa (cnmocoOHOCTH
depmenToB noakinacca BVMO). FMO B ocHOBHOM H3ydaiuch Kak (epMEHTHI
pasziararone KCEHOOMOTHKM M, TaKUM 0Opa3oM, OOECHeuMBaroIIie B >KUBBIX
OpraHM3Max yTHIU3allii0 TOKCHYHBIX coenuuenuii (Ziegler, 1990; Dolphin et al.,
1997; Riebel et al., 2012). CneayeT OTMETHUTh, YTO Ha3BaHHE 3TOTO TMOKIACCA
«FMO» wu3 kmacca B cymepcemeiicTBa (prraBHH-COAEPKAMUX MOHOOKCUTEHA3
COBIMAJaeT C HAa3BAaHUEM CAMOI0O CyINEpCEeMEeWCTBa, MOATOMY, YTOOBI H30€KaTh
MyTaHUIIbI, MBI Jaibllie IO TEKCTy OyZeM 00o3HavyaTh 3TOT nojkiacc kak FMO, a
BCE cymnepcemMencTBO OyZieM Ha3bIBaTh MOJHBIM UMEHEM — «(IJIaBUH-COJIEpIKaIINe

MOHOOKCHUI'CHA3bD».
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benku YUCCA (EC 1.14.13.168) B cBOIO Ouepeap SBISIOTCS CEMENCTBOM,

OTHOCSIIMMCS K TPEThEMY M3 BBIIICIIEpeYrciIeHHbIX TokIaccoB — FMO (Fraaije et

al., 2002; Riebel et al., 2012; Ballou et al., 2013).

PAL-cBA3bIBAOWMN HAO®H-cBs3bIBatOLWNMA

MOTWUB MOTWUB
GxGxxG GxGxxG
175-185
1 32-37 200-205 415 aa
FMO moTtus
FXGxxxHxxxY/F

Pucynok 4. Cxema pacrnoyio;KeHUs aKTUBHBIX CAUTOB B MOCJIEOBATENLHOCTSIX OEITKOB
cemeiicta FMO. I[lo3unuu caiftoB ykazansl i1 OeinkoBoii mocnenoarenbHoctd AT4G13260 —
A. thaliana YUCCA2 (amanrtupoBano u3 Schlaich, 2007)

1.2.2.3.2 beaku FMO Il muna

HenaBuo, B psge pabor rpynmel Pubens u  ap. ObUT  IpOBelEH
(GUIOTEHeTUYECKUA ®, YTO BaXHO, OWOXMMHUYCCKHU aHAM3 HECKOJIBKUX
OakTepuabHbIX OenkoB noakiaacca FMO cynepcemeiicTBa (prraBUH-MOHOOKCUTEHA3
kiacca B. DTu pe3ynbpTaThl MO3BOJIMIIN PACIIMPUTD IIPEICTABICHNE O pa3HOOOpa3uu
u crieuuuueckux QyHKUUAX OEIKOB cynepceMencTBa (piaBUH-MOHOOKCUTeHas3. B
uccinenoBanuu  romojioroB  FMO  Oakrepum Rhodococcus  jostii  RHAL,
npoBenéHHOM rpynmoi Pudens u mp. (Riebel et al., 2013), Obu10 BBISBICHO HOBOE,
s moakiacca FMO ¢aBuH-comepkamx MOHOOKCHTeHa3 Kiacca B, cemeicTBo
FMO Il tuna, Bximouaromiee ceMb 0e1koB o FMO-A 1o FMO-G 6akrepuu R. jostii
RHAL, a Taxke romosiornunbiii uM 0emok FMO-X u3 6akrepun Stenotrophomonas
maltophilia. CooTBercTBeHHO, paHee W3BECTHBIE W XOPOIIO H3yUYCHHBIC
nocieaoBateabHocTd FMO pacteHui, )KUBOTHBIX U OakTepuil OBLIU OTHECEHBI K
rpynne, HazganHod umMu FMO 1 tuna (Riebel et al., 2013) (puc. 5). B »tom

cemerictBe 6enku FMO-E, FMO-F, FMO-G dbopmupoBanu onHy Kiafy.
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Pucynox 5. ®duioreHernueckoe IpeBO MOHOOKCUTCHA3 M HM3BECTHBIX (DIIaBUH-
coJieprKaIuX MOHOOKcHreHas kiacca B u3 pabotsr (Riebel et al., 2013). Yka3zanbl
ocHoBHBIe THHBI moakinacca FMO, a Taxxe HoBoe cemeiictBo FMO |l Ttumna,

BKmovaromiee Oenku FMO-E, FMO-F, FMO-G o©Oakrepun R. jostii RHAL

(COOTBETCTBYIOIIME JUCThSI OOBEJIEHBI KPACHBIMU KPYKKAMH).

B pa6ore Pubens u np. (Riebel et al., 2013) Obun BBISBICHBI CTPYKTYPHBIC
ornuuusi mocienosarensHocteit  FMO-E, FMO-F, FMO-G or ocrambHbIX
npencrasutenein cemeiictea FMO »toro opranmmsma. Ilpexne Bcero, ecnu s

apyrux OenxkoB wmotmB caiita FMO  comepkam  mociiemoBaTeNbHOCTH
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FXGXXXHXXXYR, Tto mns 6enxkoB FMO-E, FMO-F, FMO-G Obutn 0OHapyXeHBI
MoTuUBBI FXGxxxHxxxYD, FxGxxxHxxxHP n FxGxxxHxxxFV, cooTBeTCTBEHHO.
Bo-BTOphIX, 3TH Tpu Oenka Ha N-KOHIIE COAEPKald TOTOJHUTEIBHBIA Y4aCTOK
MOCJIEIOBATEIBHOCTH, HJIMHON 0K0J0 160 a.0., OTCYTCTBYIOIIMNA Yy TPOUUX OEIKOB
FMO (Riebel et al., 2013).

benku FMO-E, FMO-F, FMO-G Takxe oOmamany coernupuaecKuMu
(bepMEeHTaTUBHBIMU OCOOEHHOCTSIMH, OTIMYAIOUIME UX OT OENKOB JIPYTUX TPy
FMO. Tak, 6enkun HoBOM Tpyrmel FMO 11 tuma R. jostii RHAL (FMO-(E-G)) B
KauecTBe KOPEepMeHTa JIJIsl CBOMX PEAKIIM MOTYT B paBHOW CTENEHU UCIOJIb30BATh
u HAJI®H, u HAJIH. Toraa kak Bce octanbHbie (epMEHTHI (PIIaBUH-COIEPKAIINX
MOHOOKcHreHa3 B kiacca B kayecTBe KodepMmeHTa CcHocOOHBI 3((HEKTUBHO
ucnosb3zoBate HAJI®H, nHo ne HAJIH.

JpyruMm nmpuHIMNUAaIbHEIM otauaneM 6enkoB FMO-E, FMO-F, FMO-G R.
jostii RHA1 siBnsieTcst ciocOOHOCTh ATHX OEIKOB KaTaIM3UPOBATh KaK OKHCIICHUE
rerepoatroMoB (S wm N) (cnmoco6HocTh 6enkoB FMO [ Tuma), Tak u peakiuu
okucnenus: baitepa-Bumnmurepa (cmocoOHocTh OenkoB moakimacca BVMO, we
npuHaexanux noakiaccy FMO). Toraa kak ocranbhbie 6enku FMO Il tuma y R.
jostit RHA1 FMO-A, FMO-B, FMO-C u FMO-D, taxke, kak u knaccuueckue FMO
(FMO I tTuna) cnoco6HbI OKUCIATH TeTepoaToMsbl (S win N), HO He YPdEeKTUBHBI B
peakuuu oxkucieHus baitepa-Bumnurepa. Takum o6pazom, crocodnocts FMO-E,
FMO-F, FMO-G katanu3upoBaTh W OKHCIEHHE TETEPOATOMOB U PEAKITHIO
okucinenus: baiiepa-Bunurepa gemaer ux KaTaJuTUYECKU CXOTHBIMH C OelKamu
noakiaacca BVMO I, u otiinuaer ux ot apyrux oenkos noakiacca FMO (Riebel et
al., 2013; Riebel et al., 2014).

Ha ocnoBannm stux pesymnbpratoB Pubens u coast. (Riebel et al., 2013)
npeanonoxuau, uro ¢epmentst FMO-E, FMO-F, FMO-G MoxHO BBIIEIUTH B
OTIEIBHBIM KJIACC, KOTOPBIM ABOJIOIMOHUPOBAN OTACIBHO OT OCTAJIBHBIX

npeacrasureneir FMO.
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1.2.2.3.3 Cmpykmypa u ghynkuyuu d6enxoe YUCCA

beaxku YUCCA (EC 1.14.13.168) comepkaT TOJIbKO OAHMH CTPYKTYPHBIH
JIOMEH, aHHOTHpOBaHHbBIN B 06a3e qanHbix CDD ¢ uaentudukaropom COG2072
(momer CzcO). DrtoT JOMEH 3aHMMaeT OOJBIIYI0O YacTh  OCIKOBOH
NOCJIeIOBATEIbHOCTH B IIeHTpe. Tak, Hampumep, B Oenke YUCCAL A. thaliana
nuHoM 414 a.o. nomen CzcO pacnosoxken ot 22 o 393 a.o. benku YUCCA
COJIEP)KAT HECKOJIBKO aKTHBHBIX CaWTOB. JTO caThl cBs3biBaHus DAl (draBuH-
afaeHuH-quHyKIeotun), u  HAJDH, wumeromme OJWHAKOBBIH MOTHUB U
paciioxkeHHble Ha N-KOHIIE ¥ B cepeinHe 0ejka, COOTBETCTBEHHO (puc. 4). bimke
k caity cBs3eiBanuss HAJI®H, pacmonoxen caiit FMO, mpenmnoioXuTenbHO
BHOCsIMK BKaaa B cBsa3piBanre HAJIDH (Fraaije et al., 2002; Cheesman et al.,
2003) u B3aumonerictByromuii ¢ guraBuaoMm (PAJT) (Eswaramoorthy et al., 2006).
MyTanuu nepBoro u TpeThEro IIUIUHOB B canTe cBsa3biBaHus DA/ wim TpeTsero
riviuHa B caiite cBsizbiBanus HAJIOH nonnocthio Hapymatot ¢pynkuuu Y UCCA
o 6rocuHTe3y aykcuHa y A. thaliana (Hou et al., 2011) u Z. mays (Gallavotti et al.,
2008). Dto mo3BoiseT mpeAnoaoxuTh, uto MPAJl- u HAJIDH-cBa3bIBaoIme
MOTUBBI GXGXXG (puc. 4) sBnsgercs kiroueBbiME 117151 aktuBHOCTH Y UCCA.,

Karammsupyemas depmentom YUCCA peaknmst mpeoOpazoBanust UIIK B
NVYK (aykcuH) Ha MOJICKYJISPHOM YPOBHE BKJIFOYAET HECKOJBbKO 3TamoB (puc. 6).
[IepBbIM 11arom peakiuu siBasiercss BocctaHonienue gpakropa GAJ[ no ®AJIH non
nericteueM HAJI®H (puc. 6, peakums 1). anee ®AJ] B3aumoneticteyer ¢ O, C
oOpazoBanueM (naBuH-C4a-(THaPO)IEPOKCUTHOTO MPOMEKYTOUHOTO TIPOIYKTA
(puc. 6, peaknms 2). 3aKIIOYATENTBHBIM IaroMm siBiseTcs peakmus Cda-

npomexxyTounoro coeaurerus ¢ UMK ¢ obpazoannem UVYK (puc. 6, peakunu 3 u
4).
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Pucynok 6. Karanutnueckuii mexanusm gpepmenta YUCCA 1t peakuuy npeBparieHus
UIIK (unmon-3-nmuposuHorpanHoi kuciaoTsl) B UYK (aykcun). UepHbIM IBETOM Ha CXeMe
o6o3naueH kogpaktop DAJl (FAD), curum cyocrpar UITK u npoaykr peakimun MYK. Pucynok
amanTupoBaH u3 ctatbu Toxbepra u Hemscona (Thodberg, Neilson, 2020)

['eHsl cemelicTBa yucca myuiie Bcero uccienoBansl y A. thaliana, y kotoporo
uaeHtudumupoano 11 djneHoB 3TOro cemeiicra: yuccal-yuccall (Zhao et al.
2001; Cheng et al., 2006, 2007). HauGosnee 5h(heKTUBHBIM METOIOM IS
omnpeneneHus GpyHKIUI TeHOB sBisieTcs aHanu3 HokayToB (Alberts et al., 2008).
OnuHOYHBIC HOKAYTHBIE MYTAHTHI TIO KAKOMY-TH00 W3 OJMHHA/IATH TEHOB YUCCA Y
A. thaliana HeoxHgaHHO HE WMEIU HUKAKUX JC(PEKTOB B POCTe M PA3BUTHH
pactenuii (Cheng et al., 2006). OnHako HOKayThl 10 HECKOJIBKUM T'eHaM YucCCa B
psizie cily4aeB UMM 3HaYUTEIbHbIE 1e(PEKThI B IMOPHUOTEHE3E, POCTE TPOPOCTKOB,
oOpa3zoBanuu cocyoB, 11BeToB u T.1. (Cheng et al. 2006, 2007). 1o pe3ynsTaTam
aHaNM3a MYyTalluid YCTAHOBJIEHO, 4YTO (YHKIHMH HEKOTOPHIX TEHOB YucCa B
3HAYUTETHLHON CTETICHU MEPEKPHIBAIOTCS, YTO MO3BOJWIO Pa3eiuTh OEIKu yucca
Ha 4 moxacemetictsa: (1) yuccal,4; (2) yuccaz,6; (3) yucca3,5,7-9 u (4) yuccalO,11.

OyHKIMU OEJIKOB BHYTPU OTUX MOJCEMENUCTB YACTUYHO WJIH TOJHOCTHIO
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MEPEKPBIBAIOTCS, IIO3TOMY TOJIBKO WHAKTHBAIMS BCEX TEHOB JIFOOOTO W3
TIOJICEMEUCTB YUCCA MPUBOUT K 3HAUYUTEIIHBIM HAPYIICHUSIM Pa3BUTHSL.
®epmentsl YUCCA neMOHCTPHUPYIOT OTYETIMBYIO OpraHOCIEU(PUIECKYIO
DKCIIPECCHIO U CTPOTyIO0 CYOKJICTOYHYIO KoMIapTMmeHTanusaiuioo (Zhao, 2018;
Matthes et al., 2019; Blakeslee et al., 2019). Hanmpumep, YUCCAL, YUCCAZ2,
YUCCA4 wu YUCCAG6 saBmsrorcs  ocHoBHeiMH — Oenkamm  YUCCA
dbyukuonupyomumu B moderax (Chen et al.,, 2014). Tak nBoiiHble MyTaHTBHI
yuccal-,4- u yucca2-,6-, Bce TpoiHbIe KOMOWHAIIMM NENEIUNA ATUX TEHOB WU
KOMOMHAIIMS 10 dYeThIpeM JejernusM reHoB Yyucca (yuccal-,4-,2-,6-) umenn
nedexTsl B (GopMupoBaHMU cocyloB u pasButuu nBetrka (Cheng et al., 2006).
JlBoitHOM MyTaHT yuccal-,yuccad- (yuccal: At4g32540; yuccad: At5g11320) He
MOJKET 00pa30BBIBATh TPETHUYHBIC MPOXKHIKH Ha JUCThIX M 00pazyeT TOJIBKO
npepsIBUCTHIC IpoXkriikn Ha nBetax (Cheng et al., 2006). Eciin y myTanTa yuccal-
,yuccad- napymarotcs Taxke u renbl yucca2(AT4G13260) u yuccab6(AT5G25620),
to ¢eHorun yuccal-,yuccad- ycunmuaercs (Cheng et al., 2006). IToBbiieHHas
aKcTpeccust yuccad/9 BakHa st M3MEHEHUsT MOPQOJIOTHH U (HOPMBI JIHCTHEB Y
opexa apeiutanckoro (Gevuina avellane) cmocoGcTBytomiel ero amanTanuud K
paznnyHbIM yeioBusiM ocsetieHus (Ostria-Gallardo et al., 2016). Bosaee Toro, 0110
MIOKa3aHo, YTO IeHbI YUCCA PEryIMPYIOT YTOJI HAKJIOHA JIUCTHEB KaK Y OJTHOIOJBHBIX,
TaK M y IBYJOJBHBIX. BBIIO TTOKa3aHO, 4TO rOMOJIOTH YUCCab pesyxoBuiku Tams B
kaptodene (Solanum tuberosum) u parce macauanom (Brassica napus L.) Baustor
Ha MOIyJIALKIO0 yria HakioHa ux juctheB (Kim et al., 2013, Wang et al., 2016).
I'ens, xomupytomme YUCCA3, YUCCA5, YUCCA7, YUCCAS, YUCCA9
OTBETCTBEHHBI 3a MPOJYKIIMIO ayKCHHA B KOpHsx (Stepanova et al., 2008; Chen et
al., 2014). Korma wnHakTtuBHpytoTCs 3TH 5 reHoB Yyucca3(AT1G04610),
yucca5(AT5G43890), yucca7(AT2G33230), yucca8(AT4G28720) u
yucca9(AT1G04810) y pacreHust pa3BUBAIOTCS OYCHb KOPOTKUE U arpaBUTPOITHBIC
xopuu (Chen et al., 2014). Dxcnpeccus antrcmbicaoBoit PHK k reny yuccal y puca
(O. sativa) mpuBena k 00pa3oBaHHIO J1e(HEKTHOIO KOPHS, KOTOPHIH HAallOMHUHACT

(bCHOTPIH KOpHs HCYYBCTBUTCIIbBHOIO K AayKCHMHY MYTAaHTa II0 3TOMY TICHY
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(Yamamoto et al., 2007). Orcyrcreue YUCCAG BbI3BasO neekTsl B 00pa3oBaHuU
KOpHel y 3emisiHukH JiecHoi (Fragaria vesca L.) (Liu et al., 2014). I'ensr yuccal,
yuccad, yuccalO, yuccall A. thaliana ssiastorcss ocHoBHbiMH YUCCA renamu
SKCIIPECCHPYIOIIUMUCS BO Bpemsi amOpuoreresa (Cheng et al., 2007). Myraiuu o
BCEM YeThIpeM reHam: yuccal-,yuccad-,yuccalO-,yuccall- mpuBoauiu K peayKInuu
0azapHOM yacTu 3MoOprona (Cheng et al., 2007).

B nactosmee Bpems 3D crpykrypel mis 6enkoB YUCCA oTCyTCTBYIOT.
brixallimMu K HUM, 1O CXOACTBY MOCIEA0BATEILHOCTEN, OeIKaMu, JJIsl KOTOPBIX
nostydeHsl 3D cTpyKTyphl, SBISIIOTCS O€NIKH (PIIaBUH-COJEPKAIIMX MOHOOKCUTEHA3.
Hanpumep, 310 (uaBuH-comepikaiias MOHOOKcUreHasza S. pombe, mis koropoi
MOJTy9eHa TPEXMEpPHasl CTPyKTypa ¢ nHaekcoM 6anka PDB 2GVC.

I'ennr cemeiictBa YUCCA nmomumo A. thaliana omucanbl Takxke y Tomara
(Solanum lycopersicum) (Exposito-Rodriguez et al., 2011), xaprodens (S.
tuberosum) (Kim et al., 2013), nerynuu (Petunia hybrida) (Tobena-Santamaria et
al., 2002), kykypy3sl (Zea mays) (Li et al., 2015), puca (O. sativa) (Yamamoto et
al., 2007), moxoo0pa3ubix: M. polymorpha (Lockhart, 2015) u Physcomitrella
patens (Rensing et al., 2008) u apyrux BUI0B pacTCHHUH.

MyTaHTbl, y KOTOPBIX BBIKIIOYEHBI (YHKIIMU TEeHOB taa wim Yyucca
MOKA3bIBAIOT 3HAUMTENILHOE CHI)KCHHE KOHIIEHTpamuu aykcuHa. OIHAKo, eciu
MyTaHTBl cO cBepxdkcmpeccueil TAA He moka3piBatOT 3¢ (HEKTOB MOBBIIIEHHOTO
YPOBHS ayKCHHA, TO y MyTaHTOB co cBepxakcnpeccueit YUCCA (nBoitHOM MyTaHT
no renam Yyucca2(Atd4gl3260) wu yucca3(Atlg04610) ypoBeHb ayKcUHA
3HAUWUTEIBHO  TOBBIMIAETCSA. IJTO TO3BOJIMJIO  CHAENaThb BBIBOJ, UYTO B
I[MTBA(TAA/YUCCA) depment YUCCA, Ho He TAA, Karajau3upyeT peakiuio,

SBJISIOIIYIOCS JIMMUTHPYIOIIUM 3BeHOM 3Toro myTH (Zhao et al., 2001).

1.3 MeTa60/1M3M, TPAHCTIOPT AYKCHHA U PeryJisil[usi €ro CHHTe3a

CuHTE3 ayKCHHA TECHO COMPSHKEH C PSIIOM MPOLIECCOB, TAKKE BIHUAIOIIMX HA €r0

KOHOCHTPAIMIO WM aKTHBHOCTb, TAKHX KaK ITPOLCCChI MeTaboau3Ma M TPaHCIIOPTa
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ayKCHMHA, a TaKKe PEryiiui0 CHMHTE3a ayKCHHAa B OTBET HA Pa3IMYHbIC CHTHABI,
OITOCPEIOBaHHBIC COOTBETCTBYIOIMMHU myTssMu mepenad (Ljung et al., 2002; Zhao,
2018). MexaHHU3MBI ATHUX TPOIIECCOB MO3BOJISIFOT JIYUIIIe ITOHATH POJIb M META00JIN3M

ayKCHHA Y pacCTCHHUH.

1.3.1 Memaé6onusm aykcuna

N3-3a cBOEl BHICOKOM aKTMBHOCTH, 3HaunuTenbHas yacth MYK (okomno 90%)
HAXOJIUTCS B BHJI€ HEAKTUBHBIX COCIMHEHHM (KOHBIOTATOB) C AaMUHOKHUCIOTAMU U
caxapamu (Wisniewska et al., 2006; Normanly, 1997). CsoGomnas HNYK
OMOJOTHYECKH aKTHBHA B Pa3HOOOPA3HBIX MPOIIECCaX Pa3BUTHS PACTCHHI; OJHAKO
O0onpImMHCTBO KOHBIOraToB MYK HeakTuBHBI M cCllykaT pe3epByapoM JUis
nojjiep>kaHusl Hajuiexkamiero Oamanca cBoObonHo WVYK, perokcukanuu ee
W3JIMIITKOB WM €€ 3amacaHus, JU00 SBISIOTCS TPAaHCIOPTHOW (popMoil ayKcuHa
(ITonesoit, 1982; IlpiramkoBa wu  gp., 2005; Ludwig-Muller, 2011).
NnentudunupoBad  MIAPOKUH  CIIEKTP  MOJICKYJI-(DEpPMEHTOB,  KOTOpPBIC
KOHBIOTUPYIOT (COCAMHSIOT) AaMUHOKWCIOTBHI WIJIM YTJEBOABl C ayKCHHOM.
Hampumep, ammn-amuno cunrtasel rpymmnsl [ konupyemsie renamu GRETCHEN
HAGENS3 (GH3) (Staswick et al., 2005; Wisniewska et al., 2006; Westfall et al.,
2010) coenuHsOT (KOHBIOTUPYIOT) ayKCHH C aMUHOKHCIOTaMH. B pesyibrare s
A. thaliana ycranoieno, uro ero ¢epmentst WUYK-amuao cunTazer GH3
cesa3biBatoT UYK ¢ Glu, Asp, Met, Trp, Phe, Gly, Gln, Tyr, Ile u Val (Staswick et
al., 2005). Ilpu 3TOM B HEKOTOPBIX M3 3TUX KOHBIOTaTOB, Hanpumep, MYK-Asp u
NYK-Glu YK cBsizaH HEOOpaTUMO, TO €CTh CHHTE3 TaKUX KOHBIOTaTOB SIBJISICTCS
criocobom noarotoBku MYK nnst ero manpueiimet nerpananuu. OQHAKO B APYTHX
KoHbiorarax, Takux kak MYK-Alau MYK-Leu UYK cBsi3an 00paTUMO, ¥ OH MOYKET
OBITh OCBOOOXKIEH M3 HUX aedcreueM MYK-amuHo runmpona3. To ecTh B Takux
koubtoratax MYK 3amacaercs B HeakTWBHOW (QopmMe M MOXET OBITh OBICTPO

INOJIy4Y€H M3 HHX IIpH HCO6XOIII/IMOCTI/I B PpPE3yjbTaTC HX JACKOHBIOIallnuH
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cnenuansabivMa Y K-amuno ruaponazamu (Staswick et al., 2005). GH3 nosiBriics
B 3Bostroru y HITOIT Bcex TakcoHOB Ha3eMHBIX pactenuit (Schmidt, 2021).

B cBoro ouepens UDP rmokosuntpancdepassr (UGT) UGT74D1 wm
UGT84B1 (Jackson et al., 2001) rmuko3uIMpyIOT ayKCHH, TaK)Ke IEPEBOIS €ro B
HeakTuBHYIO (hopmy. Depmentsl UGT npUCYTCTBYIOT BO BCEX TAKCOHAX PACTCHHIA
(Wilson, Tian, 2019).

Taroke pasauyHbIe UCCIICAOBAHUS MOKA3aJIM, YTO MPEBPAIICHUE AKTHBHOTO
NYK (IAA) B HeaktuBHBIH MeTwiIoBeIH UYK-3¢pmp (MelAA wm MelVYK)
POUCXOTUT 1 ()i JICHCTBUEM bepMenTa IAA
CARBOXYMETHYLTRANSFERASE1 (IAMT1) (Qin et al., 2005; Li et al.,
2008). B cBoro ouepenb, 3Tu HOpMBI XpaHEHHUST ayKCUHA MOTYT €lIE ¥ PEeTyJIHpPOBaTh
roMeocTa3 ayKcuHa (U, CJIeZIOBaTEIbHO, ero ()yHKIIMK) BO BpEMs pOCTa U Pa3BUTHUS
pacrenmii (Ljung, 2013). IAMT1 oOHapyXeHBI TOJBKO y CEMEHHBIX PACTCHHIA
(Schmidt, 2021).

Xots BakHOCTh okucieHus MYK Oblia mokasana BoO MHOTHX paboTax in Vivo,
dbepMeHThI, KaTanu3zupyromue 3ty peakiuio (okuciaenue YK no oxMVYK), 6butu
UICHTU(HUIMPOBAaHBI coBceM HenaBHO. [lepBast mpeamonaraemas okcugasza MYK,
ADVENTITIOUS ROOT RELATED OXYGENASE (ARRO-1), Obuia
uaeHtudunuposana y ssomonu (Butler, Gallagher, 1999; Butler, 2000; Smolka et al.,
2009), a Bropas, DIOXYGENASE FOR AUXIN OXIDATION (DAO), 6bpuia
uaeHTudunmposana y puca (O. sativa) Bo BpeMs U3y4eHUsS] Y HETO TEHETHYECKUX
MEXaHU3MOB MY>KCKO# ctepuibHOcTH (Zhao et al., 2013).

HenaBuo cramo wus3BectHo, uto DAO1l (DIOXYGENASE FOR AUXIN
OXIDATION 1) pesyxoBunku nerictByer coBmecTHo ¢ GH3 mnmsa momaeprkaHus
ONTUMAJIBHOTO YPOBHS HEAKTHBHBIX ayKCHHOB, TakUX Kak OKcuHaon-3-UYK
(oxNYK) nnu unpmon-3-anerui-acnaparuaoBas kuciora (MYK- Asp) (Mellor et al.,
2016; Porco et al., 2016). UYK crnocoOCTBYeT »KECTKOW pEryJsiiiid ypPOBHS
KOHIICHTPAIIMU CBOCH AaKTUBHOW (OPMBI, HAMPUMEpP, IYTEM CTHMYJIUPOBAHUS
skcrpeccun reroB gh3 u dao (Stepanova, Alonso, 2016). I'enst gh3 mosiBUIKCH B

sposrortu y HITOIT Bcex TakcoHOB HaszeMHbIX pactenuit (Schmidt, 2021). I'eHsr
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dao ObLTM HIAECHTH(HUITMPOBAHBI TOJBKO Y CeMEeHHBIX pactenuid (Schmidt, 2021).
[Toka3aHo, 4TO 3TH I'eHbI OTCYTCTBYIOT Y Xapoduros (Charophyta) (Bowman et al.,
2021), xotss y HuX ecThb okucieHnole Gopmel UYK, s3tu nBa ¢dakrta BMecTe
IpEeIoararoT Hanuarue y XapopuToB HEU3BECTHOTO Iy TH okucieHus NYK.

AMUHOKHUCIIOTHBIE KOHBIOTaThl MYK MOryT OBITH THIIPOJU30BaHbI 10
ceooonHoro MVYK depmentamun WYK-amugorunponazamu. JlekoHbroranuu
crnocooctByeT amuaoruapoiasa IAA-LEUCINE RESISTANTL (ILR) (Bartel, Fink,
1995). Cpenu amunoruaponas A. thaliana ILR1, IAR3 u ILL2 nposBIsIFOT CXOIHYTO
aKTUBHOCTH, KOTOPasi COOTBETCTBYET MHTHOMPOBAHUIO (EHOTHUIIOB POCTa KOPHEH
(LeClere et al., 2002), a ruaponu3 umu MYK-Asp 011 mokasan in vitro (LeClere et
al., 2002). CewmeiictBo |LR-nogoOHbIX O€IKOB MO JUTEPATYPHBIM JAaHHBIM
HOSBUJIOCH B DJBOJIONMU Yy TO3MHEHIINX OOIIMX MPEIKOB TOJIOCEMEHHBIX U
MOKPBITOCEMEHHBIX ~ pacTeHud. Y  XimamMuaoMoHaja (poja, TpUHAICKAIIHNA
Chlorophyta — 3enenbie BOJIOpOCIIH), MXOB U ITAIIOPOTHUKOB OPTOJIOTH ATHX OCITKOB
He BeaBisIoTCs (Campanella et al., 2003).

NHTepecHO OTMETHTh, 4YTO O0pa30BaHHWE KOHBIOTATOB AayKCHHA JaeT
BO3MOKHOCTB COMOCTAaBUTH OOIINI IBOJIOIIMOHHBIN POTpecc B Pa3BUTHH LIaPCTBA
pacTeHUl U COMYTCTBYIOIIEE €My YCIOKHEHHE CHCTEM MeTaboliM3Ma TOPMOHOB.
JUiss  perynsiiuu  KOHIEHTpAIMid CBOOOJHOTO AayKCHHA HH3IIUE PACTCHHUS
UCTIONB3YIOT CTPATETUIO CUHTE3a ayKCHHA U TOCTIeIYIOIIEH ero Jerpaialii, Toraa
KaK BBICIIHE, YK€ 00JaJaronIfe CJI0KHOW COCYIUCTON CUCTEMOU, HMHAKTUBUPYIOT
u30bITOUHBIN  aykcuH, oOpasys WYK-kowwioratel, a 3aTem, 10 Mepe
HEOOXOIMMOCTH, THAPOJIM3YIOT UX, BBICBOOOKTast akTuBHBIN ropMoH (Cooke et al.,
2002; Po3oB u jp., 2013). Konstoramus cB0OOOTHOTO ayKCHHA, HATIPUMED, BO BPeMs
CO3pEBaHUs CEMSH, CIIYKUT Mexanu3MoMm 3amnacanus UYK B ¢popme, mo3Bossitonieit
OBICTPO BHICBOOOJUTH CBOOOJHBIN ayKCHMH BO BpeMs NIpopacTaHusi ceMmsiH. Takoi
MeXaHu3M paboTaeT y BCEX MOKPHITOCEMSIHHbIX pacteHuit (Bartel, 1997).

Amnanoruunsiil 3pPexT HaOI0AaeTCs TSl OTKPBITHS U 3aKPHITHS I[BETOB KyBITUHKA

(Ke etal., 2018).
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1.3.2 Tpancnopm aykcuna

OTAMYNUTENBEHON OCOOEHHOCTBIO AayKCHMHA, B CPAaBHEHHH C JPYTUMHU
dbuTOrOopMOHaMH, SIBISIETCS €ro CHCTeMa TpPAHCIOpPTa B PACTEHHUH: IMOMHUMO
TpaHCIIOpTa MO cocyAaM (DII03MbI, y HETO UMEETCS] aKTUBHBIN MOJSPHBIN (TO €CTh
HaIpaBJICHHBIN) MEXKKJICTOYHBIN TpancropT (Swarup et al., 2001; Vanneste, Friml,
2009; Petrasek, Friml, 2009).

HepaBHOMEpHOMY COIEpkKAHUIO ayKCHHA B Pa3JIMYHBIX TKAaHAX U OpraHax
pacTeHui cocoOCTBYET aKTUBHBIA MEKKIECTOUHBIN TPAHCIOPT, OCYIIECTBISIEMbIN
3a cuér yeThlpex cemeicTB OenkoB (Zazimalova et al. 2010; Peer et al., 2011),
KOTOPBIM OTHOCATCA CIAEAYIOIIHNE CEMENCTBA:
1) bBenxu cemeiictBa AUXIN-INSENSITIVEL/LIKE AUX1 (AUX/LAX)
o0ecrnieunBalOT MOCTYIUICHUE aykcuHa B KiIeTKy (Bennett et al., 1996; Peret et al.,
2012).
2) benku cemetrictBa PIN-FORMED (PIN) siBsitoTCS BTOpUUHBIME ITEPEHOCUUKAMU
ayKCHHa M 00eCTeYrBalOT OTTOK ayKCUHa U3 KieTok. benku PIN mokanu3oBaHbl Ha
[IUTOTIIA3MAaTHYECKON MeMOpaHe KJIETKU aCMMMETPUYHO, Takas MOJISIPHOCTh HX
pacrpenesneHuss B KJIETKE ONpPEAeSIET HAMpPaBICHHOCTh MEXKIETOYHOTO IMOTOKA
aykcuHa (Krecek et al, 2009; Blilou et al., 2005; Petrasek, Friml, 2009).
3) benku moacemeiictea ABC tpancnoprepoB (ABCB), Takxke, kak u 6enku PIN,
ocylecTBIsI0T OTTOK aykcuHa (Blilou et al., 2005; Friml et al., 2003; Geisler et al.,
2006).
4) OTBETCTBEHHBIMHU 3a BHYTPHUKJIETOYHOE PACIpEACICHUE ayKCHMHA B HA3€MHBIX
pacrenusix cumrtarotcs PILS-mepenocumkn (PIN-LIKES). Benku PILS Obutu
UISHTH(PUITMPOBAHBI HA OCHOBAHUU MX cXojicTBa ¢ PIN-OenkamMu u JTOKaIu30BaHbBI
B DHJI0IIa3MaTnyeckoM petukyiyme (OI1P), npeanonoxuTenbHO TPaHCTIOPTUPYIOT
aykcuH u3 rutomiasmsl B JIIP (Barbez et al., 2012), u3aMeHsst 4yBCTBUTEIBHOCTD
TKaHel k aykcuHy (Beziat et al., 2017; Sauer, Kleine-Vehn, 2019).

Coobmaercs, yto romosniorn AUX/LAX (nepBble U3 BbILIENEPEUUCIEHHBIX

rpymni OEIKOB TPaHCIOPTEPOB ayKCHHA) MPHUCYTCTBYIOT BO BCEM PAaCTUTEIHLHOM
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napctBe (Swarup, Peret, 2012; Schmidt, 2021) u, BO3MOXHO, Pa3BWINCH [0
HBOJIIOIMU HA3€MHBIX PACTEHUH, IMOCKOJIBbKY TOCIEA0BATEIIbHOCTH, MOJ00HbIE
AUX/LAX, mpUCYTCTBYIOT y HECKOJIBKHUX OJHOKJICTOYHBIX H KOJIOHUEOOPA3yFOIIIIX
Bus10B Chlorophyta (De Smet et al., 2011), y Xapodutos romonoru AUXI ecth y
Penium margaritaceum (Jiao et al., 2019) u Klebsormidium nitens (Hori et al., 2014)
(mpeapiaymiee HazBanue 3toro Buaa — Klebsormidium flaccidum NIES-2285; Bun

Klebsormidium flaccidum NIES-2285 6b11 nepenmenoBan B Klebsormidium nitens

NIES-2285 B 2016 romay, CM.
http://www.plantmorphogenesis.bio.titech.ac.jp/~algae_genome_project/klebsormi
dium/).

Y  3enensix Bogopocneir (Clorophyta) renbr PIN-cemeiicTBa He
obnapyxuBatorcs (De Smet et al., 2011; Schmidt, 2021). IIpu sTom rensr PINS
Obun uaeHTUUIMPOBaHbl y XapogHTOBBIX Bomopocieit Spirogyra pratenis (De
Smet et al., 2011), K. flaccidum UTEX321 (Viaene et al., 2013) u K. nitens NIES-
2285 (Hori et al., 2014) ¢ moMoI1b10 TPaHCKPUIITOMHOTO ¥ TEHOMHOT'O aHAJIM30B, HO
uX (yHKIMM B TpPaHCHOPTE ayKCHHA OCTaloTCsAd HescHbIMU. CyIiecTBOBaHHE
MOJIIPHOTO  TPAHCIIOpTa AayKCHMHA TMOJTBEPKAAETCS y HECKOJbKHX BHUJIOB
Xapodutosbix Bogopociei (Dibb-Fuller, Morris, 1992; Klambt et al., 1992; Boot
et al., 2012; Zhang, van Duijn, 2014; Zabka et al., 2016). OTo npeamnonaraer, 4To
redsl PINs nossuucs B aBomtonnu y HITOIT XapodhuToB u Ha3eMHBIX pacTEHUHN.

benku ABCB mosBHIMCH B JBOJIONWW 3€NEHBIX pAcCTCHUH YkKe Y
OJTHOKJIETOYHBIX 3€JIEHBIX BOJAOPOCIIEH U MTPUCYTCTBYIOT BO BCEX TPYNIIaX PACTCHHI
(De Smet et al., 2011; Xiong et al., 2015; Khasin et al., 2018; Schmidt, 2021).

I'ensr PILs BbICOKO KOHCEPBATHBHBI BO BCEX TAKCOHAX PACTEHUM, HAYMHAS C
3enenbix Bopopociierr (Chlorophyta), T.e. OHM, TO-BHIMMOMY, Pa3BHJIUCH O

nosiBiieHus pactenuid (Feraru et al., 2012; Khasin et al., 2018).



36

1.3.3 Pecynayun ouocunmesa aykcuna

1.3.3.1 Ayxkcun 6 nymsax nepeoauu cuzHanoe

AYKCUH JEUCTBYET MyTeM PETYISIIAHA TPAHCKPUIIIIUN Yepe3 aKTHBHOCTH TIO

KpallHEel Mepe TPeX CEMENCTB OEIKOB, K KOTOPBIM OTHOCATCS:

(1) benku F-box TIR1/AFB (Dharmasiri et al., 2005; Mockaitis, Estelle, 2008);

(2) benku Aux/IAA (Overvoorde et al., 2005; Remington et al., 2004; Luo et al.,
2018);

(3) benxu ARF (auxin response factor) (Okushima et al., 2005; Guilfoyle, Hagen,
2007; Luo et al., 2018).

[TyTh mepenayn curHaga OT ayKCHHA K T€éHaM OTBETa Ha ayKCHH 4epe3 KacKaj
TIR1/AFB-Aux/IAA-ARF Ha3bIBalOT KaHOHUYECKHMM ayKCHHOBBIM OTBETOM.
Kackan TIR1L/AFB-Aux/IAA-ARF neiictByeT ciieayronmm oopazom. B oTcyTcTBrn
ayKCHHA PETPECCOPHBINA TpaHCKpUIIIMOHHBINA KoMIuTeke, [AUX/IAA]/ARF, cBs3an ¢
perynsaTopHbIMU caiiTamu aykcuHOBoro otBeta (AUXRES, koncencyc TGTCTC)
(Ulmasov et al., 1995; Ulmasov et al., 1999) B cOOTBETCTBYIOIUX MPOMOTOPHBIX
obsacTsx reHoB. B pesynbTaTe moaaBiseTcs TpaHckpunus 3tux renos (Guilfoyle et
al., 1998; Ulmasov et al., 1999; Tiwari et al., 2001, 2004; Weijers et al., 2005;
Szemenyei et al., 2008; Chapman, Estelle, 2009; Luo et al., 2018). Korna yposeHb
ayKCHHA YBEJIMYMBACTCS, TO ayKCHUH CBs3bIBaeTCs ¢ cyobeaunmieii F-box TIR1/AFB
aura3el SCF tuma E3. Dtor kommuiekc aykcuu/[TIR1/AFB] B cBoro ouepenb
yOUKBUTHHHUPYET OeJI0K penpeccop TpaHckpumun AuxX/IAA, BXoasIIuil B COCTaB
xomruiekca [Aux/IAA]/ARF, 3amyckas aerpanaiuio 3Toro 0esika 26S mporeacoMoit
(Dharmasiri et al., 2005; Kepinski, Leyser, 2005; Maraschin et al., 2009; Chapman,
Estelle, 2009; Calderon Villalobos et al., 2012). Jlerpagamus Oenka perpeccopa
Aux/IAA mpuBOIUT K BBICBOOOXKICHUIO TpaHCKpUIIMOHHOTO (akropa ARF,
KOTOPBIN HAUMHAET aKTUBHPOBATH TPAHCKPHUIIIUIO C TIPOMOTOPOB, C KOTOPHIMHU OH
cBsizaH. Takum 00pa3oM, IPOUCXOAUT MEPEKITIOYEHUE OT PENIPECCUH TPAHCKPUIIIIIH

ayKCHH-OTBETCTBCHHBIX TeHOB KomruiekcoMm [AUX/IAA]J/ARF k aktuBarum 3TuX
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T€HOB TPAHCKPUIIIMOHHBIM (pakTopoM ARF B 0TBeT Ha MOBBIIIEHNE KOHLIEHTPALIUN
aykcuna (Ramos et al., 2001; Zenser et al., 2001).

DTH TpH KIIIOYEBBIX CUTHAIBHBIX ceMeiicTBa reHos tirl/afbs, aux/iaas u arfs,
npoaykTbl Kotophix (TIRL/AFB, Aux/IAA u ARF) perymupyioT TpaHCKPHIILIHIO
T€HOB B MaHEpe, 3aBUCHMOM OT ayKCHHa, koaupytorcs B A. thaliana mectsto, 29-10 u
23-mMs1 teHamu, cootBercTBeHHO (Chapman, Estelle, 2009). MuorouncieHHbIC
BO3MO>KHBIE KOMOMHAIIUI MEXKAY OTACIbHBIMU YWICHAMHU ITUX TPEX CEMEUCTB I'€HOB C
MIPEINOTIOKUTEITHHO PA3TMYHBIMA CUTHAIBHBIMHU CITIOCOOHOCTSIMHA KaXKIOTO M3 TEHOB
MOTYT B KOHEYHOM HTOT€ OTBEYaTh 3a IIMPOKUN CIEKTP BBIXOJOB ayKCHMHOBOW
CUTHAJIM3allMu, HaOJIoaeMbIX B XojJe pocta W pasButus pactrenuit (Calderon
Villalobos et al., 2012; Salehin et al., 2015).

VY 3enenbix Bogopocieii He ooHapysxensl romosioru TIR1, Aux/IAA, ARF (de
Smet et al., 2011). Takxe, y XapoduroBoii Bogopociau K. nitens, B otmuume ot
HA3eMHBIX PACTEHUH, BKJIIOYasi MXH, HE 00HApy)KeHa CUTHAIbHAS CHCTEMa ayKCHHA,
coctosiiiast U3 TIR1-Aux/IAA-ARF (Hori et al., 2014). DTH KOMIIOHEHTHI, I1O-
BUIMMOMY, TIOSIBUJIMCh y HA3EMHBIX PACTCHUH TIOCIE€ WX JUBEPTEHIUU C
XapopuTOBBIMH BOJIOPOCISIMU M, BEpOSITHO, obOecmeunau 0ojiee CIOXKHYIO
AyKCUHOBYIO CUTHAJIM3AIMIO Y HA3€MHBIX PaCTECHUM.

IToMrMO KAaHOHWYECKOT'O OTBETA HA AyKCHH OMUCAHBI TAK)KE HCKAHOHHUYECKHE
NyTH nepeaadn aykcuHoBoro curnaia: ABP1 (auxin binding proteinl) myts u IBR5
(indole-3-butyric acid response5) nyts (Lau et al., 2009; Tromas et al., 2010) u
SKP2A nyts (Powers, Strader, 2016).

benokx ABP1 ToibKO CBSI3aBIIMCH ¢ ayKCMHOM IIPHOOpPETAaEeT CIOCOOHOCTH
CBsA3BIBaThCA co cBomM perentopom TKR (transmembrane kinase receptor),
JIOKAJTM30BaHHBIM B I1a3MaTHdeckoit MemOpane. B pesynsrate TKR aktuBupyercs
u 3amyckaet aBa Hkenexamux nytd ROP2-RIC4 u ROP6-RICL. [1epBsiii U3 3Tux
nyteit ROP2-RIC4 wnrubupyer snpouuto3 PIN1 (mampaBieHHblil TpaHCTOpTEp
ayKCWHA) Yepe3 COJICHCTBUE HAKOTICHUIO KOPTUKATHHBIX aKTUHOBBIX (PUITAMEHTOB
(Nagawa et al., 2012). Bropoii myts ROP6-RIC1 akTHBHpYeT MOJUMEPHU3AIHIO

TyOyauHOBBIX MuKpoTpyOouek (Powers, Strader, 2016). O06a »>Tux myTH
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PETYIUPYIOT PACIOJIOKEHHUE MOJSPHBIX TPAHCIIOPTEPOB Ha KIETOYHOU MeMOpaHe,
TakuM 00pa3oM, aykcuH, yepe3 ABP1 nyTs nepegaum curnana, peryiaupyer CBOM
COOCTBEHHBII HAITPaBJIEHHBIN TPAHCIIOPT YEPE3 KIETKHU.

Bropoii u3 BeimenepeuncieHusix pepment IBRS5 (indole-3-butyric acid
responseS), mpeamnonaraemasi mpoTenmHdocdaTaza ABOWHONW CHEIU(OUIHOCTH,
SIBIIICTCS TTOJIOKHTEIBHBIM PETyJIATOPOM peakliuyd Ha aykcuH. Myrtammu B 1br5
OPUBOAST K YMEHBIIICHUIO BBICOTHI PacTeHUH, AE(PEKTHOMY Pa3BUTHUIO COCYJIOB,
YBEIUYCHHUIO 3yOUaTOCTH JINCTHEB, YMECHBIIICHHIO KOMYECTBA OOKOBBIX KOpHEH U
YCTOMYMBOCTH K (PUTOrOpMOHAM. ayKCHHY U abcum3oBoii kuciore (Strader et al.,
2008).

beuto noxkazano, uro IBRS sBisiercst pocdarazoii, kotopas cnocoOCTByeET
Pa3BUTHIO  ayKCHHOBOTO  OTBETa, BKJIOYAs  HUHAYLUPYEMYIO  ayKCHHOM
TPAHCKPUIIMIO, HHAaUe, YeM ayKcuHOBBIN penentop TIR1, u 6e3 necrabunuzanuu
penpeccopubix OeinkoB Aux/IAA (Strader et al.,, 2008). Ilyrm mnepenaun
ayKCMHOBOTO curHaia yepe3 |BR5 HegocraroyHo n3yyeHsl.

ABP1 u IBR5 BeposTHO MPUCYTCTBYIOT Yy BCEX 3€IEHBIX PACTCHUI HAYMHAS C
3enénbix Bogopocieii (Chlorophyta) (de Smet et al., 2011; Hori et al., 2014; Khasin
etal., 2018).

Curnanenbii myth SKP2A (S-phase kinase associated protein 2a) takke
3aIyCKaeTCsl MPY TMOBBIIIEHUN KOHIEHTPAIMKM ayKcuHa. Yepes3 ATOT CUTHAIBHBIN
MyTh OCYIIECTBISICTCS PETYJIANNS ayKCHHOM TPOXOXKIACHHUS KJICTKAMH IIUKJIA
nenenust (del Pozo et al., 2002, 2006). Tpauckpunimontsiii pakrop E2FC/DPB
CBSI3BIBASICh C COOTBETCTBYIOLIMMU CaliTaMU B MPOMOTOpPAX psifia F€HOB KJIETOYHOTO
IIUKJIa MTOJABIIACT MX SKCIPECCHI0. ITO MPOUCXOANUT CICAYIOMUM o0pa3oM. F-box
oenox SKP2A cBsi3bIBaeT ayKCHH, B pe3yjibTaTe 4ero o0pa3oBaBIIMICI KOMIUIEKC
aykcuH/SKP2A cnocooctByer nerpaganmu E2FC/DPB B aykcuH-3aBHCHMOR
manepe. Herpananus E2FC/DPB cHumaeT penpeccuto reHoB KJIETOYHOro 1uKJia. B
pesyabTate dero ¢ ocobomusimmucs or E2FC/DPB caiitamu B mpoMoTOpax
COOTBETCTBYIOIIMX TCHOB KJIETOYHOTO IIMKJIA CBS3BIBACTCS AaKTHBHPYIONTUH

TpaHckpuniuio KoMmiieke E2F+/DP+, uto mpuBOAMT K aKkTUBAIMK SKCIPECCUU
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3TUX T€HOB, OTBEUAIOIIUX 32 IPOTPECCHUI0 KICTOYHOTO IUKJIA, U, B CBOIO OUepPe/b, K
aktuBaiuu kiaeroynoro nenenus (del Pozo et al., 2002, 2006; Powers, Strader,
2016). Pactenus, cepxakcnpeccupytonirie SKP2A, yBenHunBarOT YMCIIO KIETOK B
G2/M, CHIKAIOT YPOBEHb IUIOMIHOCTH U Pa3BUBAIOT OOJIBIIEE YHCIIO TIPUMOP/IHCB
ookxoBeIx KopHei (Jurado et al., 2008). Takum ob6pazom, SKP2A — 310 aykcun-
CBSI3BIBAIONINI OEJIOK, KOTOPBIN COrNIACOBBIBACT Mepeady ayKCHHOBOTO CUTHAJIA C
npoiudepanueit kiaerok (Jurado et al., 2010).

Oosmonust 6enkoB SKP2A y pacTeHuii HeIOCTaTOYHO U3yYCHA.

1.3.3.2 Pezynayusa duocunmesa ayKcuHa ¢ 0meem Ha cmpeccosvle haxmopol

Kax roBopusoch Bblillle, OCHOBHBIM ITyTeéM OMOCHHTE3a ayKCHMHA y HA3€MHBIX
pacrennii sBisiercs aByxcraauiinbiii [IBA(TAA/YUCCA), cocrosimuii B3 JIBYX
TIOCJICIOBATEIbHBIX PEaKIUi, KOHTPOJUPYEeMbIX nByMs (epmeHtamu: 1) TAA —
npeBpamaromiet Tpuntodpan B UMK u 2) YUCCA — mpeobpasyromeit UIIK B
aykcuH (Mashiguchi etal., 2011; Won et al., 2011; Stepanova et al., 2011; Tivendale
etal., 2012, Dai et al., 2013).

HenaBHue uccienoBanus MpeoCTaBIIIM HEKOTOPHIE JOKa3aTelbCTBA TOTO,
yt0, onocpenoBanHbiii YUCCA, OnocuHTe3 ayKCHMHA HEOOXOJUM IS alanTaiuu
pacrenwuii k 3acyxe (Chaetal., 2015; Shi et al., 2014). Hanpumep, 3Ha41MO0 MEHbIIICE
CHIDKEHHE MACChl PACTEHHUN B YCIOBUAX BO3JEMCTBUS HUCHAPEHUSA IPU KOMHATHOU
TEeMIEepaType OBLIIO 0OHapyKEeHO y IPOPOCTKOB PE3YXOBHIKU
CBEPXMPOAYIUpPYIONMX aykcuH (u30biTouHas odkcrnpeccus YUCCAS8/9 mo
CPaBHEHHMIO C JIMKUM THIIOM), YTO MPEIOJIaraeT y HUX MOBBIIICHHYIO CIIOCOOHOCTD
coxpaHsaTh Boay B Tkausx (Hentrich et al., 2013). Taxxe ObUTO MOKa3aHO, YTO Ha
3aCyXOyCTOMYMBOCTh PACTCHWH BIUSIM YPOBHH DJKCIPECCHU TEHOB Yyucca/
(mokasano Ha pesyxoBujke (Lee et al., 2012)) u yuccab (rmokazaHo Ha pe3yXOBUIKE
(Chaetal., 2015; Shi et al., 2014) u na xkaprodene (S. tuberosum) (Kim et al., 2013;

Park et al., 2013)). Taxxxe mytanTsl puca (O. sativa) mo reHy yucca, Ha3pIBaeMOMY
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constitutively wilted 1 (cowl) nemoHcTpupoBany THIHYHBIE (POPMBI YBSIAHUS, YTO
Ipe/oaraeT BaKHYIO poJib 3TOro reHa B BogHoM romeoctase (Woo et al., 2007).

Bricme pacteHust afanTUPYIOTCS K BBICOKOW TEMIIEpaType IMyTeM PEe3KOTO
U3MEHEHHS CBOCH apXUTEKTyphl. [Ipu BHICOKOH TeMIepaType OKpYKaroIe cpeabl
pacTeHusl JEMOHCTPUPYIOT PE3KOE YUIMHEHUE CcTeOJied B KauecTBE aJalTUBHON
peakiuu Ha Teruto (Franklin et al., 2011). DtoT oTBeT onocpeI0BaH MOBBIMICHHBIM
ypoBHEM (UTOTOPMOHA ayKCHHA M TpeOyeT aKTUBAIlMU KaK OMOCHHTE3a ayKCHHa,
TaK W CHTHAJIBHBIX M TpaHCHOpTHRIX myted (Sun et al., 2012). Tloka3zano, 4rto
TPAHCKPUIIIIMOHHBIA  perynarop  guroxpom-uHTErpupyromudi  daktop 4
(Phytochrome Interacting Factor 4, PIF4) u ¢uTOoropmMoH ayKCHH y4acTBYIOT B
PETYJSIUK YJIMHEHHUS TUTIOKOTHIISL Y PE3YXOBUAKH, HHIYIIMPOBAHHOTO BBICOKOM
temnepatypoii. B cratbe Can u ap. (Sun et al., 2012) coobmaetcs, uto PIF4
peryJIupyeT, BBI3BAHHOE BBICOKOW TEMIIEpaTypOW, YIJIMHEHHUE TUIOKOTHIIS Yepes3
psIMYIO aKTHBAIMIO TeHa (pepMeHTa OMOoCHHTE3a aykcuHa yucca8. YcTaHOBIIEHO,
4TO BBICOKAs TeMIepaTypa IOJIOKUTEIBHO PETyIUpYyeT COBMECTHBI YpPOBEHb
tparckpuntoB PIF4 1 YUCCAS8. DkcriepuMeHThI 10 METOY 3a/J€PKKH B Tele U
UMMYHOIIPEIUITATAIIIN XPOMAaTHHA JEeMOHCTPHPYIOT, uTo PIF4 cBszpiBaercs ¢ G-
box-conepxarmieir obnacTpio mpomMoTopa yucca8. AHanM3 SKCIPECCHU TEHOB B
mucthsax  Tabaka  (Nicotiana benthamiana) mnonrteepxkmaer, uro PIF4
HenocpeacTBeHHo aktuBupyet dkcrapeccuio YUCCAS in vivo. BaxkHO OTMETHTB,
9YTO HOKayTHas MyTalus 1Mo YuCCa8 MOKeT B 3HAYUTEILHOW CTETICHU TOJaBHUTH
(dbeHOTUN IIIMHHOTO THIIOKOTHIISL y pacTeHuil co cBepxakcnpeccuent PIF4, a taike
YMEHBIIMTh BBI3BAHHOE BBICOKOHM TeMIlepaTypoil yaiuHeHue rumokotuis (Sun et
al., 2012). Ormerum, uto Oenku PIF mosswimces B sBomonmu 'y HITOIT
XapohuTOBBIX BOOPOCCH 1 HazeMHbIX pactenuii (Possart et al., 2017).

I'en taal, rtaxxke, kak W YucCa8, aKTHBHPYETCS TPAHCKPHUIIIIMOHHBIM
¢dakTopom PIF4 B orBeT Ha noBeIienue Temnepatypsl (Franklin et al., 2011).

AJanTUBHBIE CTPATErWH, Ha3bIBAEMbIC CHHIPOMOM H30eranus TeHu (Shade
avoidance syndrome, SAS) u oOHapyKeHHEM COCEICH, HAACNAIOT pPaCTECHUS

CIIOCOOHOCTHIO OBICTPO PACTH U OBICTPO IOCTUTATH CBETA, B CUTYAIUAX, KOT/Ia OHU
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YYBCTBYIOT KOHKYPEHTOB 3a MOTpeOJEHUE CBETa, TEM CaMbIM M30eras 3aTeHEHUs
(Zhao, 2018; Michaud et al.,, 2017). M3meHeHus B pa3BHTHH, BHI3BaHHBIC
3aTCHCHHEM, BO MHOTOM CXOXH C TEMH, KOTOPbIC CTUMYJIHPYIOTCS BBICOKOMH
TeMIepaTypoil okpyxaroriei cpeasl (Quint et al., 2016). Hanpumep, kak BbICOKast
TEeMIIepaTypa, TaKk U T€Hb CTHUMYJUPYIOT yIJUHEHUE THUIOKOTHIICH M YEPEIIKOB
(Gray et al., 1998; Quint et al., 2016).

Korma pacreHuss 3aTeHSIOTCS COCENSMH, OTHOIICHHE HWHTEHCUBHOCTH
OCBEILECHUS JUIMH BOJIH B 00ylacTé KpacHOTO cBeTa (lmax mpumepHo = 660 HM) K
WHTCHCUBHOCTH OCBEIICHHUS B 00JIACTH JaJIbHETO KpacHOTro cBeTa (lmax puMepHO =
730 HM) pe3ko CHIWKaeTcs. PacTeHHs OOHApPY)KMBAIOT OJTH pa3jivyus B
OCBEILIECHHOCTH ¥ MCITOJIB3YIOT MX KaK CHTHAJI [T ycriieHus pocta creous (Iglesias
et al., 2018). Cunapom wu30eraHus TEHH BBI3BIBACTCS BBICOKOW IIOTHOCTBIO
pactenuii. OOHapyXeHO, UYTO JKcmOpeccus TeHoB Yyuccaz, 5, 8 m 9 OsvicTpo
uHayupoBaiack B TeHu (Tao et al., 2008; Kohnen et al., 2016; Nito et al., 2015;
Miiller-Moulé et al., 2016). Hakoruienue aykcrHa npy 3aTCHEHUH OBLIIO CBA3aHO CO
CTUMYJIALIMEN akTUBHOCTHU pakTopoB PIF, KoTopbie TONOJHUTENBHO NOI0KUTEIBHO
aKTUBHPOBAIIM YPOBHH DKCIPECCHH TeHOB cemeiicTBa yucca (Iglesias et al., 2018).
AKTHBaIMA 3TUX T€HOB B YCIIOBUSX 3aTE€MHEHHS PACTCHUS MPOUCXOAMUT 3a CUET
cieaywomiero mexanusma. [Ipu HOpMmanbHOM ocBemieHuu (uroxpom B (phyB)
ocTtaercs B akTUBHOU (opme u cBsizbiBaeTca c¢ (aktopamu TpaHckpumimu PIF,
BbI3bIBas (hochopuinpoBanue U aerpagauuio paxrtopoB Tpanckpuniuu PIF, yto
MPUBOJUT K TOJaBIICHUIO dKcnpeccuu PlIF-3aBucHMBIX TeHOB. B yCciaoBUsAX TeHU
phyB ocraercs B HeakTtuBHOW (¢opme (KpacHas cCBeTomoriomaromnas QGopma
¢dutoxpoma), Hu, creaoBaTesnbHO, (GakTopel TpaHckpunuuu PIF  ocrarorcs
CBOOOJHBIMH W MOTYT aKTHBHUPOBaTh dKcmpeccuto PlF-3aBUCHMBIX Te€HOB, 4TO, B
CBOIO OUYEpe/Ib MPUBOIUT K aKTHBALIMU OnocuHTe3a aykcuHa (Zhao, 2018).

pyrou Buj crpecca, B OTBET Ha KOTOPBIM BOBJIEYEH ayYKCUH — BO3JICMCTBUE
TOKCUYHBIX METAJIOB, MOJABIISIONIEE POCT pacTeHuid. Hampumep, HOHBI aIFOMUHUS
(Al) 3HAUMTENBHO MOAABISAIOT YJIMHEHHE KOpHeH y pesyxosuaku (Yang et al.,

2017). Oka3zanoch, 4T0 ayKCUH ycuiauBaeT TokcuuHbii 3¢ dext nonos Al (Liu et al.,
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2016; Yang et al., 2014). Tak, myrant taal, ¢ TOHWKXCHHOW KOHIICHTpAIUCH
ayKcHHA MEHee YyBCTBHTEJICH K noHaM Al, ueM pactenus qukoro tuma. [Tpu sTom
n00aBJICHHE ayKCWHA B CpPeay JUIsl KyJbTUBHPOBAHUS WM TOMICPKAHHUS ITOTO
MyTaHTa YCUJIMBaeT MHruoupyioiiee aeicreue Al Ha ymmmnenue kopHeit (Yang et
al., 2014). ®nasun-conepxkamniie MoHookcurenassl YUCCA Tarke HEOOXOIMMBI
JUTS BO3JIEHCTBUS MOHON TokcrmaHocTr Al Ha pocTt KopHel. ['eHbI cemeiicTBa yucca
(yuc) perymupyroT JOKaJIbHBIN OMOCHHTE3 ayKCUHA B MIEPEXOIHON 30HE BEPXYIIKH
kopHs (I13) B oTBeT Ha cTpecc, BhI3BAHHBIM BO3/ACHCTBHEM MOHOB aatoMuHUA. B
YCIOBHSIX CTpecca kcnpeccus yuccad/5/7/8/9 B I13 anekca kopHs BO3pacTaeT, 4To
OPUBOAUT K HaKOIUIeHHIO aykcuHa B [I3 amekca KOpHS W yBEJIMYUBAET
WHTHOMPOBAaHNE POCTa KOPHS B OTBET HAa CTPECCOBBIC BO3ACHCTBUS, 00YCIOBICHHBIC
nonamu amomunus (Liu et al., 2016).

B peakiuu Ha cTpecc, HHAYIIMPOBAaHHBIM HOHAMH aJTFOMUHHUS, OTIPEACICHHYIO
pouib urpatot u 6enku PIF4. Hapymenue skcnpeccuun PIF4 3nauntensHo ociiabmnser
WHTUOMpPOBAaHWE POCTAa KOPHEHW, BBI3BAHHOE HOHAMHU QJIIOMUHUS, TOrJa Kak
cBepxakcnpeccust PIF4 ycunupaet unrudupytoniee neiictsue Al. PIF4 csizbiBaeTcs
HETOCPEJCTBEHHO ¢ mpoMoTopamMu yuccab, yucca8 u yucca9 A. thaliana mis
YCUJICHHS JIOKAJIbHOTO OMOCHHTE3a ayKCHMHA B TEPEXOJHON 30HE KOpPEHB-aIeKc,
KOT/Ia PacTEHUs CTAJTKUBAIOTCS CO CTPECCOM, BBI3BAHHBIM HOHAMH ATIOMUHUA,
JIEMOHCTPUPYS TEM CaMbIM €lIIl€ OJIuH npuMep BakHou posu moayins PIF-YUCCA
(Liu et al., 2016).

Takum o60pa3om, renerudyeckuidi ™moxyins PIF-YUCCA orBeuaer 3a
peryjaupyeMble ayKCMHOM HW3MEHEHUss B MOp(oJoruu pacTeHwss B OTBET Ha
MOBBINIICHUE TEMITepaTyphbl, 3aTEMHEHHWE M BO3JCHCTBHE TOKCHYHBIX METAJUIOB

(mammpumep, Al).
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1.4 IBomonust pepmentoB mytu TAA/YUCCA OuocunTe3a ayKCHHA
1.4.1 llpoucxo:xaenue v 3BoJonust TAA

B X071e (UITOreHETUYECKOTO aHaJIM3a MOCJICIOBATEIBHOCTEH
cynepcemeiictBa TAA-0T00HBIX OEIIKOB y TOKPBITOCEMEHHBIX pacTeHuit (puc. 7)
OBLIO MOKAa3aHO MX pa3J/ieficHue Ha ABa cemelctra: 1) cemelictBo TAA (BkiIroyaer
oenxu TAAL, TAR1u TAR2 y A. thaliana) u 2) cemeiictBo aumnnna3s (6enku TAR3
u TAR4 y A. thaliana) (Mano, Nemoto, 2012; Kim et al., 2013). Ctout OTMETHTB,
YTO B JAHHBIX pab0Tax (PHIOTCHETUYCCKHMI aHAJIN3 OCHOBBIBAJICS HAa CPAaBHCHHH

OCJIKOB JIUIIIh OBCTKOBBIX paCTCHHﬁ.

Phillipset al., 2011 Mano, Nemoto, 2012 Kim et al., 2013

AAL ABYAO/BHBIX
bHbIX
bHBIX TAR
annunHa x
Monosiga brevicollis —xoaHodnarennat (mpocTeiwme)

TAAL nEya0NbHb

M

MXH . .
onosiga brevicollis — xoaHodnarennats (npocreiiwme)

Yue et al., 2014 Wang et al., 2014

‘\'hs,

Ha3bl LIBETKOBbIX

'I'Iuy

Xy
xoaHodnarennATol
rantoduTol

KPUNTODUTLI MXTHOCMOPMAbI

XapoBbie B0f 0:0 ‘|
xoa-md)'\are'\'lﬂ‘rb\

MXTUOCTIOPUABI nycosoa
anycosoa ranToQuTsl
kp/II'ITOdJATb\

Pucynok 7. KnagorpamMMsl guiioreHeTH4ecKuX JepeBbeB cynepcemeiictBa T AA-1og00HbIX
6enkoB. JlaHHbIE O (PUITOT€HUU B3ATHI U3 CTAaTeH (CM. B CIIUCKE JIUTEPATYPhl). 3eNEHBIM LIBETOM
Ha KJIaJiorpaMMax 0003Ha4yeHbl [TOCIIeI0BaTEIbHOCTH U BETBH 3eNEHBIX pacTeHuil. CHHUM
LBETOM — IIPOCTEUIINX

Jpyrue padotel Gummaric ¢ ap. u KOs ¢ ap. (Phillips et al., 2011; Yue et al.,
2014), 3a cy€t BKIIOUCHUS B aHAIN3 (PUIOTCHUU JOMOJHUTEIBLHO roMosioroB TAA
U3 HEPACTUTEIHHBIX TAaKCOHOB, MO3BOJIIN OIEHUTH BO3MOXKHOE MPOUCXOKICHUS
cynepcemeiictBa TAA-TIOJOOHBIX OCIKOB y pacTeHuil (puc. 7). YCTaHOBJICHO

(Phillips etal., 2011; Yue et al., 2014), uro romosnoru TAAL A. thaliana ectb To1bKO
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y Ha3eMHBIX PAacCTEHUU M OTCYTCTBYIOT y Bogopociel. IIpu 3TtoM Ommkaimmmu
romosioramMu TAA Ha3eMHBIX pAaCTEHUI Y HEPACTUTEIIbHBIX OPTaHU3MOB OKa3aJIUCh
Oenku npoctermux (rantouTel, KpUNTOMUTHI, X0aHO(IIAT€IUIATHI, HXTEOCTIOPHIBI
u armyco3ou) (Phillips et al., 2011; Yue et al., 2014). Ha ocHoBe 3tux gansbix H03 u
Jp. OPEanoyoKWId, 4To TAA MOSBWIMCH y HAa3eMHBIX PAaCTEHUN B pe3yJbTaTe
ropuzoHTaiabHOTO NiepeHoca (I'TT) mpeakoBoro reHa Toro ceMencTBa OT OpraHu3Ma
HEpaCTUTENIbHOIO TakcoHa K Haubonee mno3gHeMy o6memy npenky (HIIOIT)
Ha3eMHbIX pacteHuid. [Ipu 3Tom B pabore Ouiuiica v Ip. He IPUBEACHBI 3HAYEHUS
OyTcTpen MOJJEPKKH KJIACTEpOB, COOTBETCTBYIOIIMX cemeiictBam TAA wu
aJlJIMMHA3, a (UIOreHETUYECKOE JAepeBO, ocTpoeHHoe 171 roMosioroB TAA 103 n
JIp. HE TIO3BOJISIET PA3PEIINTh MOPSAAOK JUBEPTEHIMH (IIPOUCXOKICHUE KIIACTEPOB)
(1) amwmunas, (2) TAA-nogo6HbIXx OenkoB u (3) rpymmbel romosnioroB TAA y
npocrermux. TeM He MeHee B 3THUX JBYX paboTax amimuHasbl © [AA BbICIIMX
pacTeHun MPECTABIISIOT coboit JIBa pa3aeIUBIINXCS KJacTepa
nocieioBaTeIbHOCTEH B corniacuu ¢ paboramu Mano u Hemoro, Kuma u ip. (Mano,
Nemoto, 2012; Kim et al., 2013).

Takum oOpa3zom, Ha MOMEHT Hayana Hamieil paboThl OJHOW W3 TUIOTE3
IPOMCXOXKJACHNE TIeHOB faa y Ha3zeMHBIX pacTeHu# sBwiack rumore3a o ITI
rOMOJIOTUYHBIX {ada reHoB oT HepacTuTenbHbIX TakCOHOB K HIIOII HazemHbIX
PaCcTEHUMN.

OnmHako  mo3Ke B pe3ydbTare  aHajau3a  MOJHOM  T€HOMHOM
nocjenoBareabHOCTH XapodutoBoit Bomopocau K. nitens (apyroe nasanue K.
flaccidum), nposenéunoro rpymnmoii Banra u ap. (Wang et al., 2014), B ee reHome
Obuta oOHapyxeHa mnocnenoBatenbHOocTh KNTAA (uaeHTndukatop B mepBoi
Bepcuu aHHOTanuu reHomHoro mpoekta kfl00051 0080; mo3mgHee IToM
nocienoBarenbHocTh B Oanke aanHbix NCBI Obul mpucBoen unentuduxaTop
GAQ80308.1), kotopast obazana cXOACTBOM ¢ mociieaoBareabHocThio TAAL A.
thaliana. Mcxoass u3 storo Banr u ap. mpeamosoxuiau, 4to romosoru TAA
CyIlIeCTBOBAIM Yy Xapo(pUTOBBIX BOJIOPOCIEH, KOTOpbIE, KaK MPEAIoJaraor,

SBIIAIOTCA Mpeakamu HazeMHbIx pactenuii (McCourt, 2004; Leliaert et al., 2012).
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CornacHo npenmnosiockenussMm Banra u np. (Wang et al., 2014) stu rensl mMoriu
BO3HUKHYTh Y XapoQuTOB B pe3ynbrare 6osee pannero I'TI k HUM IpeIkoBOTO, IS
ceMeiicTBa taa, reHa OT opraHM3Ma HEpPACTUTENBHOTO TakcoHa (OakTepuu,
npocTeiiimume wim rpudsl). Takum o0pa3oM, coriacHo runote3e Banra u ap. (Wang
et al.,, 2014) nHazemHBIe pacTeHusi HacieAyloT red taa or XapoduroB, dTO

npotuBopeunt runorese K03 u ap. (Yue et al., 2014).

1.4.2 TIpoucxosxkaenne u rgoaouus YUCCA

durnorenetnuecknii a"anmu3 nocienosareabHocTel YUCCA  11BETKOBBIX
pactenmii (puc. 8) mo3poswi BeiaeuTh B HUX 4 rpymmsl: (1) YUCCAL0-11; (2)
YUCCAZ2, 6; (3) YUCCAS, 5, 7-8 u (4) YUCCAL, 4. Ha3BaHus 3THX TPyl
COOTBETCTBYIOT YCTAHOBUBIIMMCS Ha3BaHUAM OJWHHAIIATU OCJIKOB (TE€HOB)
YUCCA A. thaliana (Cheng et al., 2006; Mano, Nemoto, 2012; Kim et al., 2013; Li
et al., 2014). Kaxnas u3 4-x Tpymn BKIOYaeT JUO0 OENKHM IBETKOBBIX (Kak

OJIHOJIOJIbHBIX, TaK W ABYAOJBHBIX) JIUOO TOJBKO Oenku ABYA0JbHBIX (Mano,

Nemoto, 2012; Li et al., 2014).

Cheng et al., 2006 Mano, Nemoto, 2012 Kim et al., 2013 Lietal., 2014
YUCCAZ, 6 A. thaliona ’—|:"JI;1,'J ABYAONbHbBIX YUCCAZ, & LiBETKOBBIX X
YUCCAL, 4 A. thaliana YUCCA3, 5, 7-9 useTkosbix YUCCA3, 5, 7-9 ugeTkosbix
YUCCA3, 5, 7-9 A. thaliana | A YUCCAL, 4 usetx -
PEEAS 5 i A thallana '_\"U'm'bﬁe Hossx FeTHoRE YUCCA1-9 ogHogoneHeIx
s N | P - YUCCA10, 11 upeTrossix
YUCCA10, 11 A. thaliana YUCCA10, 11 usetkoBbix UBETHOBEIX YUCCA10, 11 useTkoBbIX
FMO rpubos
Abu-Zaitoonet al., 2014 Yue et al., 2014 Wang et al., 2014
YUCCA3, 5, 7-9 useTkosbie YUCCA3, 5, 7-9 uBeTkoBbie YUCCA3, 5, 7-9 ugeTkosblie

YUCCA2, 6 useTkoBble YUCCA1, 4 useTroBble 4 ugeTkoBbie

YUCCAL, 4 useTkosble

YUCCAZ, & apyoonbHblE
Vv - N EEA
Y & YUCCA nnayHbl
Y <
A YUCCA mxu
YUCCA10, 11 usetkoBbix YUCCA10, 11
UCCA10, 11 LBeTHoBbIX

FMO BakTepuit FMO Baktepuii

YUCCA mxm

YUCCAIL0, 11 useThoBBIX

XapoBbIe BOAOPOCAM

FMO aneda-nporeobantepuii

FMO rpynna Gaktepnia CFB (Cytophaga—Flavobacterium—Bacteriodetes)
FMO Gakrepuit

Pucynoxk 8. Knanorpammel ¢unorenernueckux aepesbeB cemeiicta YUCCA. JlanHble 0
(buoreHun B3ATHI U3 cTaTel (CM. B CIIMCKE JINTEPATYypPhl). 3eIEHBIM IBETOM Ha KJIaJorpammax
0003HauEeHBI MOCIIE0BATEILHOCTH U BETBU 3€IEHBIX pacTeHuil. YEpHBIM LIBETOM —
HEPaCTHTEIHHBIX OPTaHU3MOB
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B pabotax A0y-3autyn u ap. (Abu-Zaitoon et al., 2014) u }Os u ap. (Yue et
al., 2014) nnsa uccienoanus QrutoreHnu cemeiicTBa yucca (puc. 8) B BBIOOPKY
I'€HOB IIOKPHITOCEMEHHBIX OBLIN BKIIOYEHBI 1 Oenku u3 renomoB Physcomitrella (P.
patens subsp patens Bepcum 1.1) u Selaginella (S. moellendorffii v1.0), a Takxe
roMoJioTd yucca oOHapyxkeHHble B 0Oaze GenBank. B »tux pabGortax ObuIO
YCTaHOBJICHO, 4To Oym3kue romosioru st oenkoB YUCCA (puc. 8) Takxke, Kak u
Omu3kue tomonyoru s 6enkoB TAA (puc. 7), oOHapyXHBalOTCS TOJBKO Y
HA3eMHBIX PACTEHHI, HO OTCYTCTBYIOT Y Bojopocield. DumoreHeTHueCcKuid aHaius3
YUCCA, nporenéunbiii AOy-3autyn u ap. (Abu-Zaitoon et al., 2014), u 103 u ap.
(Yue et al., 2014) (puc. 8), B oTim4me OT NMPEABIAYIIMX padOT, BKIIOYACT TAKXKE U
HEpaCTUTENIbHbIE OEJKH, YTO IO3BOJSET OIEHUTh BO3MOXKHOE MPOUCXOKICHHUE
YUCCA y pactenuii. bamxalimmmMu roMOoJIOTaMH 10 OTHOIIICHUIO K PACTUTEIIHHBIM
oenkam YUCCA Ha (UIOTEHETHYECKOM JEPEeBE OKa3alMCh OCNKH OaKTepHil:
anb(a-nporeodakTepuii, akTuHoOakTepuit u Firmicutes (Yue et al., 2014). ABTopsI
MoKaszayid, 4to CcTpykrypa kimactepoB reHoB YUCCA ceMeHHBIX pacTeHHi Ha
MOJIyYeHHOM (PUIIOTEHETHYECKOM JIEPEBE COrJIacyeTcsi ¢ paHee MOJyYCHHBIMU
nauaaeiMu (Mano, Nemoto, 2012; Li et al., 2014).

05 u ap., mo pe3ynbraTaM NpoBeAEHHON UMU (DUIIOTCHUH, TIPEATON0XKIIH,
yto Oenku YUCCA, ananoruuno 6enkam TAA, nosBunuck B pesynbrare [Tl rena
fmo ot 6akTepuu k HITOIT HazeMHBIX pacTeHUA.

Onnako HemocratkoMm dunoreanit YUCCA, pekoHCTpynpoBaHHOW AOy-
3autyH u ap. (Abu-Zaitoon et al., 2014), u ¥0> u ap. (Yue et al., 2014), sBnsercs
TO, YTO BO BpeMs TMPOBEJACHUS HCCICNOBaHUS emE He OBUTM TPOYUTAHBI
TIOCJICIOBATEIFHOCTH TAKOTO BAYKHOTO JIJISI MPOMCXOXKICHHS Ha3eMHBIX PacTCHHIN
TaKCOHa, Kak Xapo(uToBble BOJOpOC. B pe3ynbrare nouck, mpoBeIEHHbBIN MO3Ke
rpymmnoit Banr u ap. (Wang et al., 2014) B rerome Xapodutsr K. nitens, BeisBuiI
romostor YUCCA —kfl00109_0340; NCBI: GAQ82387.1 (puc. 8). Ucxoas u3 3TOro
dakxra Banr u ap. (Wang et al., 2014) npeanonoxuiam, 4yTo yucCa y pacTeHui

npousonumy B pesysbrate I'TI mpeakoBoro rena fmo ot 6akrepun k XapoduToBBIM
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BosopociisiM. BrisiBnennoe nammume romosioroB 1 TAA u YUCCA y K. nitens
MO3BOJIJIO aBTOpPaM CTaTbl CQOPMYIUPOBATH ATBTEPHATUBHYIO THIIOTE3Y O
nosieieann [IBA(TAA/YUCCA) yxe y XapopHUTOBBIX BOAOPOCICH, KOTOpBIC
CUMTAIOTCA MpeaKaMu HazeMHbBIX pactenuii (McCourt, 2004; Leliaert et al., 2012).
Takum oOpa3om, coriacHo runote3e Banra u ap. (Wang et al., 2014) nossienue
IMTBA(TAA/YUCCA) OuocuHTe3a ayKCHHA MPOU30IILIO elI€é 0 BBIXOAa PacTCHHI
Ha CyIIy.

Psn wumccnemoBanuii mokazanmu cmocoOHOCTh Bogopociei (Chlorophyta)
CUHTe3upoBaTh aykcuH (Basu et al., 2002; Le Bail et al., 2010; Mikami et al., 2016;
Ohtaka et al., 2017; Labeeuw et al., 2016). [Ipu 3TOM cpaBHEeHHE TaHHBIX T€HOMA
OJTHOKJICTOYHBIX XJopodutoB (3enéubpie Bojmopociu, Chlorophyta) m BeIcImmx
pactenuii (Streptophyta) mokasaso, 4To nmepBbie HECYT HECKOJIBKO OPTOJIOTOB I'€HOB,
yYacTBYIOIIMX B CHHTe3¢ M TpaHcmopTe aykcuHa (De Smet et al., 2011), Ho
POJIEMOHCTPUPOBAIM HU3KYIO cTeneHb cxoactBa st oprosioroB YUCCA (3a
uckimrouenuem Chlorella vulgaris) u orcytcTBue y 3€1€HBIX BOAOPOCIIEH OPTOJIOTOB
TAA (De Smet et al.,, 2011; Labeeuw et al., 2016). /lanHble CpaBHUTEIHHOTO
aHanuza mpeamnosiaraior, 4ro |y 3eneHbix  Bogopocier  (Chlorophyta)
(GYHKIIMOHUPYIOT WHBIC yTH OnocuHTe3a aykcuna, ueM [IBA(TAA/YUCCA).

Kpome TOro, cTOMT OTMETHTH, YTO BO MHOTHX M3 BBIMICICPCUNUCICHHBIX
WCCJICIOBAaHUIA HCITOJIb30BAJIUCh HEAKCEHHBbIC (HE OYMINEHHBIE OT OPraHU3MOB
CUMOHMOHTOB) KYJIbTYPBI BOJOPOCIIEH, TO €CTh, OCTACTCS HEM3BECTHBIM UJICT JIH PEUb
00 ayKCWHE, CHHTE3UPYEMOM CaMOH BOJOpPOCIBIO WM ¢¢ OaKTephuaIbHBIMU
cumbuontamu (Evans, Trewavas, 1991; Fernandes et al., 2011; Bagwell et al., 2014;
Dittami et al., 2014; Amin et al.,, 2015). CymecTByeT MHOXECTBO, MOpOH
IIPOTUBOPEUYMBBIX, COOOIICHUH O MPOMYKIIMH ayKCHHA WU ayKCHHOTOJIOOHBIX
BemiecTB y Bogopocieit (Cooke et al., 2002; Le Bail et al., 2010), Ho OblTH Takxke
BBICKA3aHbl OMACCHHS, YTO STH BEIIECTBA MOT'YT HPOAYILHMPOBATHCA MUKpPOOaMH,

acconuupoBanHbIMU ¢ Bogopocisimu (Evans, Trewavas, 1991).
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15 I[yrmmcam/m I'€¢HOB U 3BOJIOIUA CJI0KHOCTH ’KHUBBIX OPraHu3MoOB

Opomonysg  OUMOJIOTUYECKON  CIOKHOCTH ~ SIBJSIETCS.  OAHUM M3 BaXKHBIX
pe3ysbTaTtoB mporecca oo (Werner et al., 2015). DBomronms npuBena K
MOSIBJICHUIO YAMBUTENBHO CJIOXKHBIX OPraHW3MOB, XOTS pealibHbIIl ypOBEHBb
CIIOKHOCTH OYCHb TPYJHO TOYHO ONPEACIHWTh WM M3MEpUTh B Omosoruu (Adami,
2002; Longo, Montevil, 2012). HWHTYUTHMBHO IOHATHO, YTO MPH CpPaBHCHHUHU
OJTHOKJIETOYHBIX BOJIOPOCIIEH, MHOTOKJIETOYHBIX BOJAOPOCIEN U LIBETKOBBIX PACTEHUI
10 CJOXHOCTH CTPYKTYpPHOM OpraHW3allii TIOCIEIHUE SBILIIOTCS HamOosee
CIIOKHBIMHM, @ OJIHOKJICTOYHBbIE BOJIOPOCIM HaWMeHee CHOXHbIMU. OnHako,
OIIPENEITUTh MEPY CIOKHOCTH OPTaHU3MOB, KOTOpasi Obl JaBajia €€ KOJTMYECTBEHHYIO
OLIEHKY, 0Ka3aJI0Ch JI0BOJIBHO TPY/IHO.

CyiecTByeT MHOXXECTBO TOKa3aTE€NbHBIX HM3MEHEHHM B aHATOMUU U
MOp(OJIOTHH, HO OHH HE TOJNAIOTCS KOJIMYECTBEHHOM OIICHKE, BMECTO 3TOrO B
NOCJIEAHUE TOJbl B KAuecTBE IOKA3aTelNsl CII0KHOCTH OpraHu3Ma B OCHOBHOM
paccMaTpHBaroT KoruecTBO TUIOB Kitetok (Hedges et al., 2004; Cardoso, 2017).

Knaccudukanys KIeTok 1o TurnaM OCHOBaHa Ha TOM, YTO KJIETKH OJIHOTO THIIA
UMEIOT CXOJHYIO CTPYKTYPY U (DYHKIIMH, KOTOPBHIE OTIMYAIOTCS OT KJIETOK JPYTHX
tunoB (Arendt, 2008; Zeng, 2022). MHOrOKJICTOUHBIA OPraHK3M MOXKET COJEPIKaTh
Pl MIMPOKO PA3UYAIOIINXCS M CHCIUATM3UPOBAHHBIX THUIIOB KJIETOK, TAKUX Kak
MBIIIIEYHbIC KJICTKH U KICTKH KOKH, KOTOPBIE OTJIUYAIOTCS KaK MO BHEITHEMY BHITY,
TaK U MO (PYHKIUSAM, HO UMEIOT OJIMHAKOBBIC TE€HOMHBIC TMOCIEIOBATEILHOCTH. Y
OaKTepHii UMEIOTCS KJIETKH JIByX TUIIOB (BET€TaTUBHBIC KIIETKU U CIIOPHI), Y IPOACKEN
— 3-4 TumoB, y Bojmopocield W TpuOOB — MpPUMEpPHO S5 THUIOB, y TyOok — 11, y
KALIEYHONONOCTHRIX — 14-20, y pacrenuii — ot 20 no 40, y KOJpYaThIX YepBEW —
npumepHo 55 tunoB kieTok (Crernumii, 2013). ¥V MIEKONUTAIONIMX OMpPeaeseTCs
ooree 100 knerounsix Tumos (Bell, Mooers, 1997). Tak y 4eoBeKka BBIACISIIOT OKOJIO
400 xrerounsix Tumos (Hatton et al., 2023).

OnHako, JaHHBIE 10 KOJMYECTBY KJIETOYHBIX THUIIOB JIOCTYIHBI JIJIsI

OI'paHUYCHHOI'0 KOJIMYCCTBA BUAOB, YTO OI'PAaHNMYNBACT BO3MOKHOCTDb MCIIOJIb30BaHHA
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3TOr0 TapamMeTpa B KayeCTBE KOJWYECTBEHHOTO MHJEKCA CIIOKHOCTH YKHMBBIX
OpPTraHU3MOB.

PacimidpoBka renomoB BbisiBIIa, uTo: (I) CIIO)KHOCTH MPOKAPHOT B IIEIOM
KOppelMpyeT ¢ pasMepamu TeHoMoB U uucioMm reHoB. (II) HaGmromaercs poct
pa3MepoB T€HOMa M YHCJa TEHOB MPHU MEepexojie OT MPOKApUOT K SYKAPHOTaM U OT
OJHOKJIETOUHBIX K MHOTOKIeToYHbIM. (III) Opnako, y 3ykapuoT OTCyTCTBYET CBSI3b
MEX]Ty OHMOJIOTHUECKOM CI0KHOCTBIO, pa3MepOM reHOMOB U yuciioM reHoB (Carroll,
2001; Taft, Mattick, 2003; Cycmnos u nip., 2004; Komaanos u nip., 2004). To ecTb pazmep
reHOMa M YKCJIO TeHOB HE SIBJIIETCS MOoKa3aTesieM CIOKHOCTH, 10 KpaitHel mepe s
HYKapHUOT.

AHanM3 TEHOMHBIX IOCIENOBATENBHOCTEN NPOKAPUOT, NPOBEACHHBIA BaH
HumsereHnom (van Nimwegen, 2003) u Panea u ap. (Ranea et al., 2004), nokasai, 4ro
KOJIMYECTBO TCHOB B Pa3HBIX (DYHKITMOHAIBHBIX KATETOPHSX 3aBHCHUT OT OOIIIETO YUCIIa
T€HOB TI0 CTETIEHHOMY 3aKoHy. /{11 pa3HbIX (yHKIIMOHANBHBIX KaTETOPHIA SKCIIOHEHTA
CTETIEHHOI0 3aKOHA UMEET pa3Hble 3HaUeHUs. Bbicokue 3HaueHus, ~2, XapaKTepHBI 1715
O€JKOB, YYacTBYIOIIMX B TPAHCKPUIIMKA M €€ PETyJLIIUH, a Takke Uil OeNKoB,
YYaCTBYIOIIMX B TPAHCAYKIMKU CUTHAIOB. Huskue 3nauenus, <0,5, XapakTepHbl IS
O€JIKOB, Y4aCTBYIOIIMX B OMOCHHTE3e OelKa, KIETOUYHOM Inkie u perumukanuu JJHK
(van Nimwegen, 2003). J[lpyrue ¢GyHKIHOHAIbHBIE TPYIIbl TE€HOB HMEIOT
IPOMEXKYTOUHBIC 3HAUCHHUSL.

Ban HumMBereH Takke mojgydusl HECKOJIBKO CXOXKHUE PE3YIbTAaThl PU aHAIU3E
MOCTIEIOBATEIILHOCTEM TEHOMOB SYKapuoOT, TOCTYITHBIX HA MOMEHT BBITIOJTHEHHS €r0
pabotsl (van Nimwegen, 2003). [IpoBeneHHOE y 3yKapuOT CpaBHEHHE MPEACKa3aHHbBIX
nocJeIoBaTeIbHOCTEH OSJIKOB OHOKJICTOYHBIX JpoxoKeit Saccharomyces cerevisiae
1 MHOTroKJIeTouHoi Hematoabl Caenorhabditis elegans, mokasano, 4To y HeMaTobl
ropazzio Oomblle OEIKOB M TUIIOB OEJKOB, YYAaCTBYIOIIMX B TPAHCKPUIIMUA U €€
PETYIISAINH, @ TAKKE B TPAHCIYKIIUKM CUTHAIIOB, YeM y apoxokeit (Chervitz et al., 1998).
BriocnenctBun  aHanmu3 OenkoB ¢ 3TUMH  QyHKuusSMH Y pactenui  (Aravind,

Subramanian, 1999), myxu Drosophila melanogaster (Rubin et al., 2000) u yenoBeka
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(Lander et al., 2001) mokazaxn, 4to penepryap TUX OEIKOB CTAaHOBHUTCS OOJBIIE U
pa3HooOpasHee 1Mo Mepe pocta ciiokHocTH opranusmos (Vogel, Chothia, 2006).

B pabote Jlanr u ap. (Lang et al., 2010) 6b110 MoKa3aHo, 9TO YMCIIO KICTOYHBIX
TUIIOB, pacCMaTprUBaeMoO€ Kak Mepa CJIOXHOCTH OpraHW3Ma, IOJIOKUTEIBHO H
JIOCTOBEPHO KOPPEHPYET C OJICH TEHOB, KOJUPYIONTNX OCJIKH, aCCOIMUPOBAHHBIC C
tpanckpunmuerr (BAT), cpemu Bcex O€MOK-KOTUPYIONIMX TE€HOB TE€HOMA. TakuM
00pa3zoM, MpH 3BOJIIOIIMOHHOM POCTE CIIOKHOCTH OpraHm3MoB pacTér monisi BAT,
BKJTIOYAIOIMIUX (haKTOPBI TPAHCKPHUIIMHA U APYTHUE TPAHCKPUITITUOHHBIE PETYISTOPHI.
Astopsl cratbu Jlanr u ap. (Lang et al., 2010) mpenmnosararotr, 4TO CBSI3b MEKIY
YKCIIOM KJIETOYHBIX TUIIOB, CIIOKHOCTBIO OpranusMa u urciioM BAT oObsicHsercs Tem,
YTO peryjrpyeMas SKCIPECCHsi TEHOB HEOOXoMuMa JIJIsl OTpeIesieHrs MOp(OJIOTHH,
(YHKIIMOHAIGHBIX BO3MOYKHOCTEH M CyIbOBl pPa3BUTHS KaK OJWHOYHBIX >KHUBBIX
KJICTOK, TaK U KJICTOK, OOUTAIOIIHX B COITMATBLHOMN CPeJIe MHOTOKJIETOYHOTO OpTraHU3Ma
(Lang et al., 2010). DBoIOIMOHHOE PAa3BUTHE OPTAaHU3MOB BO BCEX LAPCTBAX KH3HHU,
MO-BUMMOMY, TECHO CBSI3aHO C HBOJIIOIMEHN M pacIIMpeHueM ceMencTB reHoB bAT
(Hsia, McGinnis 2003; Levine, Tjian 2003; Gutierrez et al. 2004; Carroll, 2005).

Uwrcno reHoB-KOMIIOHEHTOB '€HHBIX CETEH B XO/I€ IBOJIIOIMHU YBEINYMBACTCS 32
CUeT IYyIUIMKAIMK TeHOB, ¢ WX mocnemytomeit nuBeprenmumen (Teichmann, Babu,
2004). Jlyniarkamnyiy TeHOB ¥ TeHOMOB SIBJITFOTCS] OCHOBHBIM HCTOYHHUKOM HOBBIX TCHOB
Y HOBBIX (DYHKIIMH M CHITPAIU KITFOYEBYIO POJIb B IBOJIIOIIMU T€HOMHOM CIIO)KHOCTH U
cioxkHoctu opranuzma (Ohno, 1970; Lynch, Conery, 2000).

CyiiecTByeT MHOXECTBO JIOKA3aTEJIbCTB TOTO, YTO MHOTHE, €CIA He
OOJIBITMHCTBO, PYKAPUOTUYECKMX T€HOMOB MPETEPIICN OT OJHOTO JI0 HECKOJBKUX
KPYITHOMACIITaOHBIX COOBITHI MmoJiHOreHOMHBIX ayruukarmi (IT1/], whole-genome
duplication — WGD) B ux sBosmorinoHHo# ucropun (Harmpumep, Paterson et al. 2006;
Edger and Pires 2009; Van de Peer et al. 2009; Glombik et al., 2020).

JlyTuIMKaIy reHoB Y )KHBBIX OPTaHU3MOB IIPOUCXOJIAT OTHOCUTEIBHO YacTo.
VY Oakrepuii, uepBs C. elegans, mpo3oduibl, denoBeka CKOPOCTH CIIOHTAHHBIX
nymmukaiuii renoB 107 1o 102 ma ren/nma noxonenue (Anderson, Roth, 1981;
Lipinski et al., 2011; Watanabe et al., 2009; Turner et al., 2008). Ckopoctb
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TyTUTAKAIIUH TEHOB y pPAaCcTEHUM, MO-BUIAMMOMY, BBIIIE, TaK KaK B WX JBOJIOIUN
Hepenku [1/], a Taxke rubpuam3aii TeHOMOB pa3HbIX pacTeHui. Tak, TOJIBKO B
DBOJIIOLIMM TOKPBITOCEMEHHBIX pacteHud IIJ] mpomcxomuna HECKOIBKO pa3 3a
nocineaare 200 mutnonos JieT (Lyons et al., 2008; Soltis et al., 2009; Lee et al.,
2013; Renny-Byfield, Wendel, 2014).

JlynmunupoBaHHBIC T€HBI M30BITOYHBI, BCIICACTBUE YETO OJIWH U3 MTaphl TEHOB
MOJKET HAKaIUIMBAaTh BPEIHBIC MyTallMH OBICTpee, B pe3yibTaTe 4ero OH JHOO
TEPSIETCS IPU €CTECTBEHHOM OTOOPE, TMO0 MOKET MpUoOpecTr HOBYIO PyHKIHIO. B
TIOCIICTHEM CITy4dae B DBOJIIONHU OYIyT COXPaHATHCS 00a TeHa, MPOITYyKThI KOTOPHIX
BBHINOIHSAIOT pasHbie pyHkiuu (Ohno, 1970; Kleinjan et al., 2008; Rastogi, Liberles,
2005; Conrad, Antonarakis, 2007).

Kakue TeHbl COXpaHSIOTCS TMOCHE TAaKOrO COOBITHS, IMO-BUIUMOMY, HUMEET
pelaroiiee 3Ha4eHue, s 6anaHca 103 FTeHOB 0COOEHHO CPEe/U YJICHOB CUTHAIBLHBIX U
perynsatopHbix cereid. BAT mnpuHamiexar K (yHKIMOHAIBHOMY KJAacCy TI'€HOB,
KOTOPBIH, KaK ObLJIO YCTAHOBJICHO, MPEUMYIIIECTBEHHO COXPaHSIOTCS (B ABOMHOIM J103€)
mocjae  AYIUIMKAMd B OOJBIIMHCTBE  WCCIICOBAHWM,  TOCBSIIICHHBIX
KPYIHOMACIITAOHBIM U APYTUM COOBITUAM "cOanmaHcupoBaHHbIX nyruukaimil (Edger
and Pires 2009; Poaronos, 2023). DTOT BBIBO 4aCTO 00CYKIAICS KaK CBUAETCIIECTBO
BOXHOCTH COOBITHA IyIUTMKAIMM TeHOMa JUIi HAOMI0JaeMOro  yBEITUYCHUS
MOP(hOJIOTUYECKON CIIOKHOCTH B JIMHUSIX KUBOTHBIX M pactenuii (Freeling and
Thomas, 2006). Y pacrteHuii, Omaromaps BBIIICYIIOMSHYTOMY OOJiee BBICOKOMY
ypoBHto coxpaneHust BAT nocne coosituil myrmmukaruu (Lespinet et al. 2002; Shiu et

al. 2005), Bknag BAT B o0riee 4yrcio reHoB 00Jiee BBIPaKEH, YEM Y IPYTHX DYKapHOT
(Riano-Pachon et al. 2008).

1.6 3axsmrouenue o 0030py JUTEPATYPbI
AykcuH — 3TO0 HeOoJsibLIasi MOJIEKYJa, HO OHa SBISIETCS KIIHOYEBBIM

peryJisiTopoM pocta, JAcieHus U JIuPEGEepeHIUPOBKH KJIETOK pacTeHU W,

COOTBCTCTBCHHO, pOCTa XU pa3sBUTHUA PACTCHUA. Taxxe AYKCHH BaKCH IJIA peaKuHﬁ
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pacTeHus Ha MU3MEHEHUSI B OKpY’Karomiei cpeae. DPpdekTol BAUSHUS ayKCMHA Ha
pocT u auddepeHIUpPOBKY TKaHEH 3aBUCAT OT MUHMUMYMOB MU MAaKCHMYMOB €0
KOHIICHTpAINH, KOTOPhIe (POPMUPYIOTCS B PAa3IMUHBIX OPTaHAX U TKAHSIX PACTEHUS
W Ha pa3HbIX BPEMEHHBIX CTaausX ero pa3Butusa. KoHieHTpauusi cBOOOIHOTO
ayKCHHA OIPEIEIAETCS B3aMMOJACUCTBUEM IIPOLIECCOB €ro CUHTE3a U TPAHCIOPTA,
HAKOIJICHUEM €T0 HEaKTUBHBIX (DOpM, €ro Aerpajaliieii, a TaKKe ero peryssiuei
peuenTtopaMu OTBETAa Ha cTpecc. B cBsI3M ¢ 4emM BOKpPYT MOJIEKYJbl ayKCHHA B
pe3ynbTaTe OONBIIOr0 KOJUYECTBA OOPATHBIX CBSI3€H MEXIY 3THMHU MPOIECCaMU
chopmHpoBanach CIOXKHas CHUCTeMa. 3a BpeMs MOWMCKAa U HUCCIENOBaHUS IyTeH
OouocuHTe3a aykcuHa (6onee 60-Tu JI€T), HAYMHAsL C OTKPBITHS, TOTO, YTO ayKCUH
BhIpabaThIBaeTCs B JIMCThsX mmuHaTa w3 tpunrtodana (Wildnan et al., 1947),
HAKOILJIEHO OOJIbIIIOE KOJWYECTBO JAHHBIX MO 3TOMY Borpocy. Creayer Takxke
MMETh BBHJY, YTO Pa3JIMUHbIC ACMEKThl OMOCHHTE3a ayKCHMHA HCCIEJOBAaHbI Ha
Pa3IMYHBIX YPOBHSX AETAIM3AIMU B 3aBUCUMOCTH OT BHJa pacTeHui. Tak, Jyqie
BCETO0 HCCJENAOBAaH OMOCHHTE3 ayKCHMHA y MOJEIBHOIO OOBEKTa ABYIOIBHBIX
pactrenunii A. thaliana (Zhao et al. 2001; Stepanova et al., 2008; Cheng et al., 2006,
2007, 2014). B MeHbIlIel CTEMEHU 3TOT MPOIECC HCCICIOBAaH y psijia APYTUX
1BeTKOBBIX pactenuii: puca (O. sativa), kykypyssl (Z. mays), kaprodens (S.
tuberosum), Tomara (S. lycopersicum) (Kriechbaumer et al., 2006; Yamamoto et al.,
2007; Exposito-Rodriguez et al., 2011; Abu-Zaitoon, 2012; Bernardi et al., 2012;
Kim et al., 2013). /To HegaBHEro BpeMEHH O TOM, KaK IMPOXOJUT CUHTE3 ayKCHUHA B
OCTaJIbHBIX KJaccaX PAaCTeHHMM, UMENHUCh JIMOO CKyJIHBIC JaHHBIC, JTUOO MX, IS
HEKOTOPBIX KJIACCOB, BOOOIIIE HE OBLIO.

Kak ObuTO ommcaHo BBIIIE, B pa3jieiax Mo dBOJIOIMHK reHoB taa/yucca, Ha
MOMEHT Hayajga HalluX HCCIEAOBAHMM  CYIIECTBOBAJIO JBE  T'MIIOTE3bI
npoucxoxenus [IBA y nazemubix pactenuii. [lepByto runoresy chopmyaupoBanu
10> u ap. (Yue et al., 2014). OHu npeanoyIoKMId Ha OCHOBE CBOCTO aHAJIM3a, YTO
Kak reHsl taa, Tak u yucca npousonuin y HITOIT HazeMHbIX pacTeHUil B pe3yiabTaTe
['TII" ot opranu3ma U3 HEPACTUTEIBHBIX TAKCOHOB (OaKTEpHii, MPOCTEUIINX WU

rpuoOB).
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ANbTEpHATHBHYIO THUIOTE3Y NpemIoXKuin Banr w nap., oOHapyXuBIIHE
romosiorn TAA/YUCCA y XapodurtoBeix Bogopocieir (Wang et al., 2014). Dta
TUMOTE3a 3aKioyYajach B TOM, 4YTO Ha3eMHBIE pACTeHHsS YHAaCJeIOBaIU
I[MTBA(TAA/YUCCA) B pe3ynbTare BEepTHKAJIBHON JBOJIIOIUH OT CBOMX IIPEIKOB,
Xapo(UTOBBIX BOJOPOCIIEH.

CrnemyeT OTMETHTh, YTO Ha MOMEHT wuccienoBanuid FO> u ap. (2014)
uH(popMaIUsl O MOJHBIX FeHOMaX Obllla W3BECTHA TOJIBKO JIJIi HEOOJBIIOrO Yucia
BUJIOB PACTEHUH, U TAHHBIE O MOCJIEI0BATEILHOCTSIX ObLIIN MOTYYeHBI UMU U3 OaHKa
nanaeix NCBI. ToT ¢akrt, yTo MOIHOCTBIO CeKBeHHMpOBaHHBIM renHom K. nitens
MO3BOJIMJI TOCTaBUTh MOJA coMHeHue rumote3y 0> m ap. (Wang et al., 2014)
MOKA3bIBACT, KaK BaYKHO MCIIOJIb30BATh B TAKHUX 33Ja4ax KaK MOXHO 0OoJiee TOTHbIE
Ha0OpbI CEKBEHUPOBAHHBIX MOCJIEI0BATEILHOCTEN CaMbIX Pa3IMYHbIX BUJIOB.

C pa3BUTHEM TEXHOJOTHUH CEKBEHUPOBAHHSA HMHGOPMAIHSI O TCHOMHBIX H
OEJIKOBBIX IOCJIEI0BATEIbHOCTIX PACTEHUI pacTeT ObIcTpbiMH Temnamu. B 2014
rojty ObLIIM MPE/ICTABIICH MEPBBIA BapUaHT JaHHBIX B npoekTe 1000 pacTUTENbHbBIX
reaomoB (Matasci et al., 2014). B 2019 roxy ObuT ipeCTaBICH €70 OKOHYATEIHHBIH
Bapuant (https://sites.google.com/a/ualberta.ca/onekp/) (Leebens-Mack, 2019).
Taroke, Green Algal Tree of Life project npegocrasiser MaccoBoe CEKBEHUPOBAHHE
TPAHCIMPYEMBIX TPAHCKPUIITOMHBIX MOCIEA0BATEIBHOCTEN 3€JIEHBIX BOJOPOCIIEN
(https://figshare.com/articles/Green_algal_transcriptomes_for_phylogenetics _and_
comparative_genomics/1604778) (Cooper, Delwiche, 2016). D10 mno3Boiser
UCIIOJIb30BaTh  OTPOMHBIE  MACCHUBBI  JAHHBIX JUJII  PEIICHHS 3aJadyd o
npoucxoxaeHun [IBA y Ha3eMHbBIX pacTEHUM.

[enpro qanHOM PabOTHI OBIIO UCCIIETOBAHUE TIPOUCXOKICHUS U IBOTIOIHN
[1BA y pacTenuii Ha OCHOBE JETATHHOW PEKOHCTPYKIMH (DUIIOTCHUH Pa3IUIHBIMU
METO/IaMH, a TAK)KE MCIOJIb30BaHUs CTPYKTYpHOU MHpopmanuu o 6enkax TAA u
YUCCA ¢ [0mnogHUTENbHBIM HCMOJb30BAHUEM IIMPOKOTO MacCHUBa JIAHHBIX W3
MIPOEKTOB [0 MACCOBOMY CEKBEHUPOBAHUIO TPAHCKPUIITOMOB pacTeHuii. Ha mepBom
dTare HAIIero UCCIeTOBAaHUS MBI TIPOBEIH (PUIIOTEHETUYECKUH aHaIn3 (EepPMEHTOB

[1BT, npoxykT KoTOpOoro TpunTodaH sSBISIETCA CyOCTPAaTOM JJII CHHTE3a ayKCHUHA B
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I[IBA(TAA/YUCCA). Ha BTOpOM W TpEeTheM OJTamax, COOTBETCTBEHHO, OBLI
IpOBEAEH KOMIUIEKCHBIM CPaBHUTEIbHBIA aHAIN3 (PUIOI€HHH, KOHCEPBATHUBHBIX
caiitoB u goMeHoB cemeiicTB OenkoB TAA u YUCCA. Ha uerBépTOoM 3Tame ObL1
IpOBEAEH AaHAIU3 PAacIpOCTPAHEHHOCTU OENIKOB IMyTH OMOCHHTE3a TpUOTO(haHa
(ITbT), TAA nu YUCCA B TakcoHax pacTeHHi, 1 KOJIMYECTBEHHbIN aHAJIU3 YPOBHS

TYIUTMKAIMKU UX T€HOB Y PACTEHUN Pa3HBIX TAKCOHOB.



55

I'JIABA 2. MATEPUAJIBI U METO/IbI
2.1 ®opMupoBaHue BHIOOPOK 0€JIKOBBIX M TPAHCIUPYEMbIX TPAHCKPUIITOMHBIX
NOCJIeA0BATEIHLHOCTEH
2.1.1 Bvioopku nocinedosamenvrHocmeil 6e1K06 hepmenmos nymu ouocunmesa

mpunmodgana

Jlns popmupoBanus Beioopok OenkoB dhepmentoB IIBT (ASA, ASB, PAT,
PAIL IGPS, TSB, TSA) u pepmenta TAA (puc. 3) ObUI IPOBEAECH MOUCK TOMOJIOTOB
JUIA YKa3aHHBIX BbIIIe (PEPMEHTOB I Kakaoro mx mapaigora y A. thaliana c
noMotiko porpammel Blastp u3 makera BLAST (Camacho et al. 2008) (mapameTpsr
TIOKCKA OBIIM B3ATHI 110 yMoa4aHuIo ¢ moporom E-value 1% B 6azax nanusix NCBI
nruPlaza 2.5 (Van Bel et al., 2012). [TosyueHHBIC 1715 KaXKI0TO Hapaiora roMoJIOTH
O00BEAUHSINCH B OOLIYIO JJI 3TOr0 (pepMEHTA BBIOOPKY.

[TocnenoBaTeTbHOCTH TOJYYCHHBIX BHIOOPOK BBIPABHHBAIKMCH MPOTPAMMOM
MAFFT (Katoh, Toh, 2008), JOCTYITHOH Ha caiite samem
(http://pixie.bionet.nsc.ru/samem/), ucmonb3ys marpuily BLOSUMG62 (ocraibHbie
napaMeTphl B3SAThI 10 YMOJIUaHUI0). Bu3yanu3aius BeIpaBHUBAHHUI MPOBOAMIACH C
nomoinkko nporpammsel Bioedit 7.0.9.0 (Hall, 1999). 13 BeipaBHUBaHUS YIAISIHCH
MOCJICTIOBATEILHOCTH, KOTOPBIE TIJIOXO0 BRIPABHUBAIKNCH B PAOHE KOHCEPBATUBHBIX
JIOMEHOB O€NKOB 10O coaepkanmu KpymHble nenenun > 30 a.o. 1ubo
JieJIeIMU/BCTaBKY, HapyIIalolie BaxkKHbIE ()YHKIIMOHAIBHBIE caillThl OenkoB. [locne
TaKoW OTOPAKOBKH TOCIIEIOBATEIHLHOCTEH BBIPABHUBAHUS CTPOMINCH 3aHOBO. [lo
MOJIyYEHHBIM B  pe3yJibTaT€ »JTOTO BBIPABHUBAHUAM PEKOHCTPYHUPOBAIMCH
¢unorenernyeckue nepesbs MmetogoM FASTTREE (Price et al., 2009). Ha Hux wmsl,
M0 TIOJIOKEHUI0 Ha JiepeBe OCJIKOB C XOPOIIO W3BECTHBIMH (DYHKITUSMHU,
OTIPECISUTA, KaKUEe KJIacTepbl OTHOCSTCS K OpPTOJIOTaM HMCKOMOTro (epMmeHTta, a
Kakue K ¢epMeHTaM ¢ uHOM, oTiuuHou ¢yHkuued. IlocnemoBarenbHOCTH
KJIACTEPOB HA JCPEBHSIX, OTHECCHHBIC HAMU K OTIWYHBIM OT aHAIMU3HPYEMBIX
dbepMeHTaM, yaalsiiuch U3 BBHIOOPOK. B pe3ynbrare ObUIM MOTYyYEHBI UTOTOBBIC

BBHIOOPKH TOMOJIOTOB (PEPMEHTOB, WCIOJIB30BAHHBICE HAMH IS JIaJdbHEHIIIETO



56

aHanu3a.  TakoW  MNpeNBApUTENBbHBIM  aHAIW3  NO3BOJWI  HCKIKOYUTH
NOCJIEI0BATEIBHOCTH C HEMOAXOAIIEH JUIsl HAILIEro MccieloBaHus (QyHKUUEH U3

NanbHEUIIIEro aHaIn3a.

2.1.2 Buioopku benkosvix nocinedosamenvrnocmeii pepmenma TAA

AHaJOTHYHBIA BBIIICONMCAHHOMY TPEJABAPUTEIILHBIN aHAIN3 U CEJICKIMIO
MOCJICIOBATEILHOCTE MBI TIpoBenn W 1 OenmkoB cemerictBa TAA. Ilouck
romosioroB  TAAl (AT1G70560.1) A. thaliana mnpoBoauics ¢ IOMOIIbIO
nporpammbl BLASTP (Camacho et al. 2008) B 6a3ze nannbix Plaza 2.5 (Van Bel et
al., 2012), NCBI GenBank (Benson et al., 2013), ma mnoprame TreHOMA

O0benunenHoro uHctutyTa TreHoma (JGI)  (http://genome.jgi.doe.gov/) ¢

napamMeTpamMH Kak ykazaHo Beimie (B myHkte 2.1.1) u B rerome Klebsormidium nitens
NIES-2285 V1.0 (Hori et al., 2014). Cnenyer OTMETHTh, YTO Ha MOMEHT Hayaa
Haiieit pabotel jys reHoma K. nitens Obuta moctymHa Bepcus aHHoTarmu 1.0.
CormacHo »Toii amHOoTanuu, romojior reHoB [AA B renome, KnTAA, umen
unentudukatop Kfl00051_0080. ITozmHee Oblaa omy0JIMKOBaHA BEPCHsI aHHOTAIHH
redoma 1.1, kotopas Obina AenonupoBana B 0azy manueix NCBI. B atoii Bepcun
KnTAA umeer unentudpukarop GAQ80308.1. [TocnegorarensHocts GAQS80308.1
ObuTa CKOppekTHpoBaHa U coiepxut, B oTauunn ot Kfl00051 0080 nums omux
TAA- nonoOHbiii nomeH. Huke Oyner omucaH aHaau3 IMOCIEAOBATEILHOCTH
kfl00051_0080, npencrasiseirero 6enmok KNTAA B nepBoil BepCHH aHHOTAIIUH
reHoma.

[TocnemoBaTeTbHOCTH BBIPABHUBAIUCH, IS HUX PEKOHCTPYHPOBAIACH
peIBapUTEIbHOE (PHIIOTEHETHUECKOE IEPEBO U MPOXoauia GUIbTparus OEIKOB 1Mo
GyHKIIMM KaK OMHUCaHO BhINIEe. B pe3ynpraTe ObUTa MOJMyYeHA UTOTOBas BHIOOPKA
OEIKOBBIX IIOCJIE0BATEILHOCTEN TAA-110100HBIX OEJIKOB, KOTOpast

HCIIOJIBb30BaJ1aChb B I[ﬂJIBHGfIHICM aHaJIn3c€.


http://genome.jgi.doe.gov/

S7

2.1.3 BbloopKu 6enKko6blx u mpancaupyemvlx mpancKpUnmomMHix

nocneoosamenvrocmeii pepmenma YUCCA

s ananuza 0eaxoB YUCCA/FMO Obutr chopMUpOBaHBI JBE BBIOOPKHU
MOCJIEIOBATEILHOCTEH (hJIaBUH-COIEPKAIINX MOHOOKCHUTEHA3 kiacca B. dmapun-
coliep Kalme MOHOOKCHUTEHBI Kiacca G HMCHOJMB30BAINCH NJIsi 3TUX BBIOOPOK B
Ka4yeCTBE BHEIIHEH TPYIIITHI.

IlepBasg BbIOOpKa (uIaBUH-COAEPKAILIMX MOHOOKCHIe€Ha3 kiacca B
(class_B_FMOQO_proteins), Bxiouaromiasi TOJBKO IOCIIEAOBATEILHOCTH OEJIKOB,

dbopmupoBagach U3 HECKOJbKUX MOJIBBIOOPOK: 1-6 moaBRIOOpKH B Ta0I. 1.
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Tabmuua 1. Takconsl Ommkaiimux k pacturenbHbiM Oenkam [IBT nepacturensubix 6enkoB [IBT
Ha (PUIIOTEHETUYECKUX JIEPEBbIX

BBEIOOPKH 1eseBas 0a3bl nporpamma E-value
[IOCJIEIOBATENLHOCTD | JAHHBIX, B | IIOMCKA
KOTOPBIX
pOBEIcH
IIOMCK
rOMOJIOTOB
BbIOOpKa 6esakoB YUCCA
1-s moaBeIOOpKa YUCCAZ2
AT4G13260.1 A. Bﬂzpéaza BLASTP 1e10
thaliana '
2-51 TIOABBIOOPKA -1/- TEHOMHBIN
HPOCKT BLASTP 1e10
Picea
abies
3-51 MOABBIOOPKA -1/- BJI NCBI BLASTP 1710
GAQ82387.1 K.
4-51 IoBBIOOPKA nitens BJ] NCBI BLASTP 1e"°

5-s1 moaBBIOOPKA nocnenoBarenbHoctdt FMO-A — FMO-G u3 R. jostii RHAT u FMO-X
u3 S. maltophilia (Riebel et al., 2013)

6-s1 moBBIOOpPKA nocinenoBarensHoct  KDE39435.1  Nitrincola  lacisaponensis,
OHZ38954.1 Agrobacterium vitis, OSX95564.1 Bacillus mycoides,
CUV18971.1 Ralstonia solanacearum, Q5W9R9.1 Pseudomonas sp.* u3

b1 NCBI
BbI0opka TpanckpunToB YUCCA u GAQ82387.1 |
7-s TOIBBIOOPKA YUCCAZ2 BJI 1000
AT4G13260.1 A. | plant
thaliana genomes
(Leebens-
Mack,
2019) wu BLASTP 1e™°
Green
Algae
(Cooper,
Delwiche,
2016)
8-s1 moaBBIOOpKA rC]Ei,tD‘;SSBZ%?.l K. -Il- BLASTP 1670

* - 3TU NATh NOCIEA0BATEIBHOCTEHN B3ATHI B BBIOOPKY B KaU€CTBE BHELITHEH TPYIIITbI

Jlanee 3Ty mecTb NOABLIOOPOK ObUTM 0ObEIUHEHBI B OJIHY BBIOOPKY (hi1aBUH-
coJepkanmx MoHookcureHaz B kmacca. [lomydyenHas BbIOOpKa BbIpaBHHMBAJIaCh
nporpammoii  Mafft (Katoh, Toh, 2008), noctymHoii Ha cailiTe samem

(http://pixie.bionet.nsc.ru/samem/), wucnonab3yss wMarpuity BLOSUMG62, c



59

OCTAJIbHBIMU TMapaMeTpamMu [0 yMOJYaHWi0. V3 BeIpaBHUBAHUS YIAJISIIHCH
MOCJIEIOBATEILHOCTH, KOTOPBIEC IJIOXO BbIpAaBHUBAIKCH B pailone nomeHa CzcO
(ACCOG2072): nubo oHM HecH KpyHbIe Aenenud > 30 a.0. B 3TOM J0MeHe JIH00
JIeJeIMK/BCTaBKH, HApYIIAIOIINE BayKHbIE (DYHKIIMOHAJIbHBIE CaliThl OeKoB. JloMeH
CzcO B Oenkax (hnaBHH-cOAEpXKAIUX MOHOOKcUTeHa3 B xmacca (class B
flavoprotein  monooxygenases) pacmojiokeH B IICHTPE IOCIIeI0BATEILHOCTEH
oenkoB FMO/YUCCA wu 3anumaer 0oblyio UX 4acTh (u3 0aswl maHHeix CDD;
Jiyao et al., 2023). B pesynbrare Takoi mpoueaypbl BBIOPAKOBKH U3 WCXOJHOW
BBIOOpKH OBLIO yJaneHo MeHee 2-X % mociieoBaTeIbHOCTEeH. 3aTeM CTPOMIOCH
bunorenernyeckoe nepeBo ¢ nomoiursio mporpammbl RAXML. Tlocne uwero msi
MPOPEKUBATN  KJIACTephl (DUIOTEHETHYECKOTO JepeBa, yAalsis U3 BBIOOPKH
n30bITouHbIe MocnenoBaTenbHOCTH. Tak B kiactepax YUCCA pacTtutenbHBIX
FMO1, FMO2 6bumd OCTaBICHBI TOJIBKO OCIKH CIICIYIONIUX BHJIOB: B KaueCTBE
npecTaBUTENIe HacTosAIMX MXoB - Physcomitrella patens, miaynos - Selaginella
moellendorffii, xBoiiusix — Picea abies, ognomoapHbix — O. sativa ssp. indica,
nBynoibHBIX — A. thaliana. B ciydae, korna B kiactepe, Kak 3T0 HaOJIFOaeTCs IS
KJacTepa pacTuTeabHbIX 0enkoB FMO?2, orcyrcTBytor 6enku O. sativa ssp. Indica
/unmun A. thaliana, BMecTo HHX, B KadecTBe MpEACTABUTENICH OAHOAOIBHBIX MU
JIBYJIOJIBHBIX, OBUIH OCTaBJICHBI, COOTBETCTBEHHO, Oenku Z. mays audo Sorghum
bicolor y omnomonbsHbIx M Oenku Ricinus communis nu6o Theobroma cacao y
JIBYJIOJIbHBIX. B OCTaJIBHBIX KJIacTepax JepeBa YUCIO OCIKOB COKPAIAIOCh 3a CUET
yAQJICHUS CXOJHBIX, U30BITOYHBIX MOCIIEI0OBATEILHOCTEH, HAIPUMED, OPTOJIOTOB Y
poJICTBeHHBIX BUIOB. [losyueHHass B pe3yibTaTe BHIOOpPKA MEepEeBbHIPABHUBANIACH U
CHOBa CTPOWJIOCH (hUIIOTEHETHYECKOE AepeBO. B mrore Obula modyudeHa BHIOOpKa
class B FMO_proteins, KOTOpasi HCIIOJIb30BajIach B IaHHO# paboTe.

Cnenyer OTMETUTb, YTO MpU (POPMUPOBAHUM YKA3aHHOW BBIOOPKU MbI
ONMMPATUCh Ha KAYCCTBEHHO CEKBCHUPOBAHHBIC ITOCIIEIOBATEILHOCTH M3 0a3
nanabpix NCBI nmm mocnenoBaTenbHOCTH MOJTHOTEHOMHBIX ITPOEKTOB C XOPOIISH
anHoTanuew, npencrasienHsie B bJ] PLAZA 2.5 (Van Bel et al., 2012), xoropsie

HAWJIY4dIIUM 00pa3oM MOAXOAAT JUIsi HauOoJiee TOYHOTO (PHIOTEHETHYECKOTO
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aHanu3a. OIHaKoO, TaK KaK IIOJIHOE CEKBEHHMPOBAaHHE T'€HOMOB IMPEACTABISET
CIIO)KHYIO 3aJjady, Ha MOMEHT BBINIOJIHEHUSI Pa0OTHI IMOJIHbIE TCHOMBI OBLIH
MIPEICTABIICHBI JIUIIH JJIT HECKOJIBKUX JIECSITKOB OPTraHW3MOB, MIPEUMYIIIECTBEHHO
MOKPBITOCEMEHHBIX. JI7I1  HEKOTOPBIX TAKCOHOB IMOJHOTEHOMHBIE JaHHBIC
OTCYTCTBOBAJIM JTMOO TaKCOH OBLI MPEICTaBJICH JHIIb OJHUM BUJOM C MOJHOCTHIO
CEKBCHHUPOBAHHBIM T€HOMOM (TIATIOPOTHHUKH, MXH, TICUCHOYHBIE MXH H JIP.).

Takum o00pa3oM, TaKCOHOMHUYECKOE pa3HOOOpa3We IMOJHOTCHOMHBIX
npoektoB u bJ[ NCBI/PLAZA He TO3BOIUIO TPOBECTH  aJCKBATHBIN
dbunorenernyeckuii ananus cemeiricrea YUCCA misi mMpoKoro Kpyra TakKCOHOB
(BKJTFOYAsT OJTHOKJICTOYHBIC BOJOPOCTH, Xapo(hUTOBBIC BOIOPOCIH, IJIAYHBI U TIP. ).
[ToaTOMy MBI C(hOPMHUPOBATIM BTOPYIO BEIOOPKY MOCIEIOBATENBHOCTEN, B KOTOPYIO
BKJIIOUMIIM JaHHbIe mpoekta 1000 renomoB pactenuit (Leebens-Mack, 2019) u
npoekrta Green Algae (Cooper, Delwiche, 2016). Otu naHHbIC IPEACTABIIIOT COOOM
COOpPKH TPaHCIUPYEMBIX TPAHCKPUIITOMHBIX MOCIIEIOBATEIBHOCTEN U3 Oosiee 4yem
1000 BumoB pactenuii (1124 Buna B mpoekte «1000 reHoMOB pacTeHHit» U 31 BU
3en€HBIX Bojopociieli B mpoekte «Green Algae») u3 cambIx pa3HOOOpa3HBIX
TaKCOHOB pacTeHui. OTMETHM, OJIHAKO, UTO AT JaHHBIE HE MIPEICTABIISIOT ITOJTHOTO
HaOopa KOJUPYEMBIX B OpraHu3Me O€JKOB, HO JIMIIb TeX, KOTOPhIC
IKCIIPECCUPOBAIMCH B OTPAHUYCHHOM Habope TKaHEW/OpraHoB, UCIOJIB30BAHHBIX
U1t hopMUpOBaHMs ATUX 0a3 MaHHbIX. TeM He MeHee, IMUPOTa MPEACTaBICHHOCTH
pa3HOOOpa3HBIX TAKCOHOB JENAlOT JTH JaHHBIE OYEHb TMOJE3HBIMU IS
(UIOreHeTUYECKOTO aHaIn3a.

Btopas Be16opka (iraBuH-coaepkammux MOHOOKCUTeHA3 Kilacca B, HazBaHHas
Hmamu  class_B_FMO_proteins_and_transcriptomic  Bkiouaiga  OCJIKOBBIC
nocienoBareabHocTH  BoIOOpku  class B_FMO proteins u  10MONMHUTEIBHO
TPaHCIIMPOBAHHBIC TOCIEAOBATCIIBHOCTH M3 TPAHCKPUIITOMOB, ITOJTYYEHHBIX B
pesyabTare BoinoiHeHus poekToB 1000 renomoB pactenuit (Leebens-Mack, 2019)
u Green algae (Cooper, Delwiche, 2016). Bribopka
class B FMO proteins and transcriptomic dbopmupoBaiach CIEAYIOUTUM

obpazom. K GenkoBbIM mocienoBaTesqbHOCTSIM BbIOOpKH class B FMO_proteins
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ObuUTH 100aBIIEHBI JIB€ MOABBIOOPKH MOCJIEIOBATEIBHOCTEN U3 TPAHCKPUIITOMHBIX
MPOEKTOB: / U 8§ MOABBIOOPKH B TabI. 1.

Jlanee, Kak y»Xe€ YINOMHHAJIOCh, [IBE€ BBIIICONUCAHHBIE MOJBBIOOPKHU
TPAHCIUPYEMBIX TPAHCKPUIITOMHBIX IOCJIEI0BATENLHOCTEH OOBEIUHSIUCH C
nocineaoBareabHOCTAMU U3 BbIOOpkH class B FMO proteins. 3atem npoBoauiach
BBIOPAKOBKA «IJIOXUX» MOCIEAOBATEIBHOCTEH, TEM K€ CIIOCOOOM, YTO OIMUCaH
BhIIIe 171 BeIOOPKU class B FMO_proteins. Janee, Takke, Kak 3TO OMMCAHO BHIIIIE,
JUTS BBIOOPKH class B FMO _proteins, IIPOBOJMIIACH BBIOpAaKOBKa
MOCJIEIOBATEILHOCTEM HHBIX OJM3KOPOJCTBEHHBIX (depMmeHToB. [lomydyeHHas
BbIOOpKa emié pa3 BbIipaBHUBaiach nporpammoid MAFFT u mo momyueHHOMY
BbIpaBHUBaHUIO nporpaMmoii FASTTREE ctpouiock ¢unoreneTnyeckoe AepeBo.
[Tocne yero u3 3TOM BHIOOPKU OBUIN yAAJE€HBI TPAHCIUPYEMbIE TPAHCKPUIITOMHBIE
MIOCIIEIOBATEILHOCTH OJHOAOIBHBIX U JIBYIOJBHBIX PACTCHUH, IPUHAIICKALTIX K
kimactepy YUCCA, uToObl YMEHBIIUTH W30BITOYHOCTH TOCIEAOBATCIIBHOCTEH B
ATOM KJjacTepe JepeBa, Tak kak mnocienoBaTenbHocTd YUCCA 0IHOAOMBHBIX U
JIBY IOJIbHBIX JI0CTaTOYHO XOPOIIO IIPECTaBICHbI OEIKOBBIMH
NOCJIEIOBATEABHOCTAMU M3 TI'E€HOMHBIX IPOEKTOB, B3STBIMU M3 BBIOOPKHU
class_B_FMO_proteins. B UTOTE ObLTa MoJTydeHa BEIOOpKA
class B FMO proteins_and transcriptomic, KoTopas TOX€ HCIOJIb30BaJIach B

JaHHOM padoTe.

2.2 MHokeCTBEHHOE BbIPABHMBAHNE M0CJI€10BaTeILHOCTEH

JIis ~ TONydYeHHBIX B pe3ysbTare  NpeABapuTeIbHOrO  oTbopa
TIOCJICIOBATEIILHOCTEH OCJIKOBBIX CEMEHCTB MHOXKECTBCHHOC BBIPABHUBAHHE
IIPOBOMJIOCH ¢ TIOMOIIBIO MporpamMmbl Promals - PROfile Multiple Alignment with

predicted Local Structure (http://prodata.swmed.edu/promals/promals.php) (Pei,

Grishin, 2007), ucrions3yst matpuily Blossum62 u npyrue mapaMeTpbl B3sSThIE IO

YMOJTYaHHUIO.


http://prodata.swmed.edu/promals/promals.php
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2.3 OuIoreHeTHYCCKUM aHAJIN3

OwnoreHeTnueckuit aHanu3 cemerctB gepmertoB [IBT mpoBomgmics c
UCIIOJIb30BAaHUEM METOJa MaKCHMAaJIbHOTO MPaBIONoJ00us, pealn30BaHHOTO B
nporpamme |Q-TREE Bepcus 1.6.12 (Nguyen et al., 2015). [ns GenkoB ASA
onpenenera mojaens 3Bomonun LG+F+R9, mns — ASB — LG+R10, mns PAT —
LG+R6, PAlI — LG+R5, IGPS — LG+I+G4, TSA — LG+R5, TSB — LG+R10.
Cratucthueckas  TOJJCpXKKa  Y3JII0B  JepeBa  MPOBOAWIACH  METOAOM
yabTpadsiTcTporo Oyrcrpena. [Ipopoaunocs 1000 uteparuii OyTcTpena.

OwunoreHeTH4eckui aHanu3 cynepcemeiictBa T AA-ogo0HBIX OeTKOB
npoBoawics baliecoBckum metonioM: nporpamma PhyloBayes 3.3f (Lartillot et al.,
2009) (moxenb co cmemanHbiMu npoduisimu (CAT) ucnosb3oBaiach ¢ yueToM
TOTO (haKTa, 9TO PA3TMUHBIC CAUTHI O€TKa HaXOATCS MO PA3HBIM ABOJIIOITHOHHBIM
naBiieHueM; mapamerpbl: -dgam 6 -cat -nchain 2 30 0.1 100). MHuoxecTBEeHHOE
BBIPAaBHUBAHUE TOCJIEI0BATEILHOCTEN OEJIKOB, COOTBETCTBYIOIMIUX OocTaTkaMm 710-
1144 tpancmupoBannoro KnTAA (kfl0O0051_0080), yuwuthiBaromiee naHHBIE O
BTOPUYHON CTPyKType Oenka, ObUIO MPOBEAECHO C IMOMOIIBIO MPOTPAMMBI
PROMALS (Pei, Grishin, 2007). JIoMOJMHHUTENBHO HCIOJB30BAIA METO/
MakcuManbHOro mpapaononaodus (mporpamma |Q-TREE, moxmens »Bomtonuu
JTT+I+GA4).

®dunorenetnueckuii  ananmu3 cemerictrea FMO/YUCCA mnpoBomgwics ¢
UCITIOJIb30BAaHUEM METOJIa MaKCUMaJIbHOTO mpapaononoous (ML), peann3zoBaHHOTO
B nporpammax: IQ-TREE Bepcust 1.6.12 (Nguyen et al., 2015), Mmozesb 3BOJrOIMH
JUIS  JIepeBa, MOCTPOCHHOTO TOJBKO Ha OENKOBBIX MOCIEAOBATEIBHOCTAX —
LG+F+R6, nns nmepeBa, TOCTPOEHHOTO Ha OETKOBBIX U TPAHCIMPOBAHHBIX
TPaHCKPUNITOMHBIX TMocienoBarensbHocTsix — LG + F + R7 (cratuctuueckas
MOJIZIEPKKA Y3JIOB JIepeBa — METOAOM YIBTPaOBITCTPOro OyTCTpena,; MpoBOANUIIOCH
1000 wrepanuii Oyrctpena) 1 RAXML Bepcus 8.1.4 (Randomized Axelerated
Maximum  Likelihood) (Stamatakis, 2014) — wMozenp  DBOJIOLHHU

PROTGAMMALGEF. JlonosiHUTENEHO UCTIONB30BANIN TTporpamMmMy mMrBayes Bepcust
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3.2.5 (Huelsenbeck, Ronquist, 2001) — mozeins 3osroruu WAG (12 mermeii o Tpem
HE3aBUCHMBIM y4acTKaM ObLTH MpoaHaau3upoBaHsl B TeueHuu 1 000 000 ureparui,
oTOOp JAepeBbEB MPOBOUICA uepe3 Kaxasie 100 uteparuii).

Jist  Bu3yanuzanuu  (PUIOTEHETHYECKUX  JEPEBhEB  MCIOJIb30BANIACh

nporpamma Archaeopterix (Bepcust 0.9917) (Han, Zmasek, 2009).

2.4 Pekonctpykuusi 3D cTpyKTYpbI 0€JIKOB

Pexonctpykuus 3D crpykryp 6enka KnTAA (kfl00051_0080) K. nitens Obu1a
nposeneHa ['yHOuHbpIM KoHcTanTHHOM BriaiuMupoBudeM ¢ MOMOIIBbIO IPOTrPaMMbI

I-TASSER. (Roy et al., 2010).

2.5 Anaans AOMEHOB H KOHCEPBATHUBHBLIX caiToB 0€JKOBBIX

nocJieIoBaTeJIbLHOCTEN

Jist  uaeHTHGUKAIMK — TPEANOoJiaraéMbIX  JIOMEHOB B OEJIKOBBIX
MOCJICIOBATEIBHOCTSIX, MBI HCIIOJIb30BaJIM MHCTpyMeHT CD-search mocTymnHbiii Ha
BeO-caiiTe NCBI (https://www.ncbi.nlm.nih.gov/Structure/cdd/wrpsb.cgi)
(Marchler-Bauer, Bryant, 2004). JIonoJHUTEIBHO MBI UCIOIB30BAIH MPOrPaAMMy
hhblits uactpyment u3 makera HH-site3 package (Steinegger et al., 2019) ans
MOWCKAa TOMOJIOTOB C HM3BECTHBIMH KOHCEPBATHBHBIMH OCITKOBBIMH JIOMEHAMH,
conepxkamumucs B 60aze nanubix Pfam (Finn et al., 2014). Jlng moucka GeIKOBBIX
JIOMEHOB B BBIPOBHEHHBIX TocienoBaTelbHOCTSX cemerictBa FMO Tuma IIb
npuMeHsiachk nporpamma hhsearch (Steinegger et al., 2019).

KoHceHcychl KOHCEpBAaTUBHBIX callTOB y O0enkoB FMO Oblmn onpeneneHsl U
BH3YaJIM3UPOBaHbI ¢ TIOMOIIBIO iporpammbel WebLogo Bepcus 2.8.2 (Crooks et al.,
2004).

Jlns moucka romosioroB ¢ momomisio PHI-BLAST (Zhang et al., 1998)
pPOrpaMMbl,  YYUTBIBAIONIEH TPH  TOMCKE HE  TOJBKO  T'OMOJIOTHIO

HOCHGHOB&TGHBHOCTCﬁ, HO, TaKXKe¢, 00s3aTeIbHOE HAJIMYME B HHUX 3aJaHHBbIX
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II0JIb30BaTEIEM MOTHBOB CAiiTOB, OBLI 3aJ1aH IIOPOT pacro3HaBanus E-value = 1e29,
B kauecTBe MOMCKOBBIX 3alPOCOB OBUIM B3SITHI CIEIYIOLIUE PENPE3CHTATUBHbBIC
OeNKOBbIE MOCIEAOBATEILHOCTU CO CIEAYIOMIUMHU 33JJaHHBIMA KOHCEHCYCaMU HX
FMO wmotuBos: (1) mns rpynnsl FMO tuma IIb — 6akrepuanshsiii 6e1ok FMO
NCBI:WP_019017022.1 u3 Oakrepun Halomonas lutea ¢ koncencycom FMO
MoTuBa FXGXXXHXXXH; (2) mns FMO-nono6HbIx O0enKOoB (711 pacTUTENIbHBIX U
OaKTepHaAIbHBIX OEJKOB 3TOW TPyMHIbl MPOBOJAWIOCH JIBa OTAEIBHBIX TOHMCKA) —
pacturenpHbi 0emok FMO BJ] Plaza:PT09G14380 / NCBI:XP_002312911.2 u3
IBYJIOJBHOTO pacteHus Populus trichocarpa u Oakrepuanbhbiii O0emok FMO
NCBI:WP_054213635.1 wu3 Oakrtepuu Actinobacteria bacterium OKO074 c¢
koHceHcycoM FMO motuBa FxGxxxHxxxY/F; (3) mis BVMO — GakrepuaibHbIH
oenoxk FMO NCBI:WP_012854150.1 u3 Bartonella henselae ¢ xoncencycom FMO
MoTuBa FxGxxxHxxxW. J[aHHBII TOUCK TPOBOAMIICS CPEAU TPOKAPUOT U SYKAPHUOT

B 0aze nanHbix NCBI.

2.6 Ouenka B3auMOCBSI3U KoJin4yecTBa romoJ10roB ¢pepmentoB BT u

CJIOKHOCTH OPTaHU3MOB PACTeHU

Jlnst naHHOTO aHanM3a OblIK B3STHI ociienoBaTenbHoCcTU epmenToB [IBT A.
thaliana: anTpanunar cunrassl o (ASA, uaentudpukatopsl TAIR (Lamesch, 2012):
AT5G05730, AT2G29690); anrpanmiat cuHTa3el [ (ASB: ATI1G25220,
AT5G57890); dbochopudozun aHTpaHWIaT-TpaHchepasbl (PAT(TRP):
AT5G17990);  dochopuboszmn-anrpanmnar-uzomepassl  (PAL:  AT1G07780,
AT5G05590, AT1G29410); wnmon-3-tmunepon dochar cuntaszer  (IGPS:
AT2G04400, AT5G48220); tpuntodpan cunrazsl o (TSA: AT4G02610,
AT3G54640) u tpunrtodan cunrazsl B (TSB: ATS5G54810, AT4G27070). C
nomompo nporpamvel BLASTP 2.2.29+ (E-value <10%°) nposemen mnomck
TOMOJIOTOB 3TUX (EpMEHTOB B 24-X IMOJIHOCTbIO CEKBEHHPOBAHHBIX T'€HOMAax
pactenmii u3 0a3wl gaHHbIX Plaza 2.5 (Van Bel, 2012): 5-tu reHOMOB 3eJEHBIX

Bojopociel, 1-ro — mxa, 1-ro — muayHa, 4-x — OJHOAONBHBIX U 13-TM —
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JBYNOJNbHBIX. [[71s1 Kaxxaoro pepMeHTa MPOBOAMIICS PEUNPOKHBIN ouck. To ecTh
MBI IPOBEJH MMOUCK TOMOJIOTOB, JIJIsl BCEX Mapayioros kaxjaoro ¢pepmenta [I6T u3 A.
thaliana cpenu nocnenoBarenbHOCTEH 24-X TEHOMOB PACTCHUH. 3aTeM Pe3yIbTAThI
MOMCKOB Juisi Bcex romotioroB pepmenta [1BT o0benunsuiuch, B pe3yiabTaTe 4ero
MBI MTOJIY4IHITU BBIOOpKH TSt Kaxkaoro gpepmenta [1BT.

MHOXXEeCTBEHHOE BBIPABHHUBAHHME IOCJIEA0BATEIBHOCTEN B MOJYYEHHBIX
BBIOOPKaX MPOBOIUIOCH ¢ TTOMOIIBIO iporpammbl Mafft 7.110 (Katoh, Toh, 2008).
[IpoBepsuiich HamW4YMe M ILEJIOCTHOCTh B IOCIEIOBATEIBHOCTIX KIIFOUEBBIX
KOHCEPBATUBHBIX JOMEHOB, HH(MOPMAIIUS O KOTOPHIX ObliIa B3STa U3 0a3bl JaHHBIX
CDD Bepcuu 3.10 (Jiyao et al., 2023). [TocnenoBaTeIbHOCTH CO 3HAYUTEITBHBIMU
HapyLIEHUSIMH JOMEHOB YJaJsIMCh U3 BBIOOpKU. Eciam cpeau MOIHOr€HOMHBIX
JTAHHBIX TOMOJIOTH KakKoTo-1u00 GepMeHTa HEe OOHAPYKUBAIUCH, Mbl MPOBOIIN
JIOTIOJIHUTENBHBIM TOUCK cpenu mnocienoBarenbHoctet EST w3 06a3 naHHBIX
GenBank u Ensemble.

N3BeCTHO, YTO B NPOLECCE IBOJIIOLMM YCIOKHEHHE OpraHu3Ma CBS3aHO C
YBEJIMYECHUEM CII0)KHOCTU PETYJIATOPHOW KOMIIOHEHTHI ero reHoma (KomdaHoB u
ap., 2004). TlosTomy sl OIEHKH CIIOKHOCTH OPTaHM3MOB MBI KCIIOJIb30BaJIN
napaMmetrp Fpar - OTHOLIEHHME KOJUYECTBAa I'€HOB OEJIKOB, ACCOLMHPOBAHHBIX C
tpaHckpunuuei (BAT) k 001eMy yucity reHoB, KOOJUPYIOIIUX OeKU B TeHOME. Fpat
MOKET OBITh TOYHO OILICHEH Ha OCHOBE IIOJIHOTE€HOMHBIX JaHHBIX U XOPOIIO
KOppEJIUpyeT C TaKOW IIMPOKO W3BECTHOM XAPAKTEPUCTUKON CIIONKHOCTH
OpraHu3MoB, Kak uucio kietouHsix TunoB (Lang et al., 2010). danubie 10
konuuecTBy TeHOB BAT pactenwmii BbillieyKka3aHHBIX TAKCOHOB U TIO FpatT B3STHI U3
ctatbu (Lang et al., 2010). J{ns olieHKM 3HAUUMOCTH B3aUMOCBSI3U MEXK]y YHCIOM
TOMOJIOTOB U Fpar TE€HOMOB pacTeHMil MBI HCHONB30BAIN KO3 PUIIMEHT
Koppessauuu [Iupcona.

KoppenaunonHslii aHann3 B3auMOCBsA3U KojudecTBa OenkoB ¢epmentoB [IBT c

uHeKkcoM Fpar ObUT TIpoBenieH (B paszzaerne 5.2) ¢ mOMOIIbI0 MporpaMMbl Statistica

8.0.
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I'JIABA 3. OBOJIIOLIUA ®EPMEHTOB IIYTU BUOCHUHTE3A
TPUIITOD®PAHA

3.1 Pe3yabTarthl u 00CyxaeHNE

bruocuHTe3 aykcmHa y pacTeHH BKIIIOUAET JBa TOCIIEIOBATEIBHBIX ITyTH:
ounocunTe3 Tpunrodana uz xopusmara (I1bT) u 6mocunTe3 aykcuHa U3 Tpuntodana
(IMBA(TAA/YUCCA)) (puc. 3). lanHas riiaBa NOCBSIICHA N3yUYCHUIO MOJICKYJIIPHOM
sBOIIOIIMK (DepMEHTOB TyTH OWocuHTe3a Tpurnrtodana uz xopuszmara (IIBT). Mei
MOCTPOWIIA  (PUITOTEHETUYECKHUE JIEPEBbsl JUIsI CEMU CEMEICTB OelIKoB (hepMEHTOB
OnocuHTe3a TpunTodaHa U3 XOpH3Mara METOJOM MaKCHMAIILHOTO TPaBIOIIOI00uS,
peamzoBanHoro B mporpamme |Q-TREE (Nguyen et al.,, 2015). Pesynbrats
MPEJCTaBICHBI HA pUCYHKaX 9 — 15 u OyayT onucaHbl HUXKE.

benku antpanmnar cuaTasz o (ASA) NpUCYTCTBYIOT Yy BCEX HCCIICIOBAHHBIX
pacTeHuit (y KpacHbBIX, 3€JIEHBIX BOJIOPOCIICH M Ha3eMHBIX pacTeHMi). bivkaimmmu
HEPACTUTEIbHBIMU O€JKaMH K pacTUTEeNbHbIM OenmkaM ASA okazanmuch Oenku
manoOaktepuil. Y  ogHOmONBHBIX ASA  IMBEPrUpOBAIM Ha JBE TPYIIIHI,
cootBeTcTBYIOIMUX ASA-A 1 ASA-B Ha dunorennn, u y 18ynosbHbeIx — ASA Takoke

nauBeprupoBaiy Ha JBe rpynmbl ASA1 u ASA2 (puc. 9).
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Carica papaya CP00112(500390
‘I"_\peobroma i TRE:(?ZQS%%ﬁ (300290 1

icinus communis

Manihot esculenta ME03150G00330 d ICOtS ASA2
Populus trichocarpa PT09G04700
Medicago truncatula MT1G 114520
Glycine max GM20G23680
Malus domestica MD00G170730
Vitis vinifera VV06G02040
_EZea mays ZM01G10660

(0] t 0S03G157
Cichadhiassy s gsoieizred monocots ASA-A
TR
um bicolor
ga sativa ssp. japonica 0S03G61120 monOCOtS ASA B

Seiagmals modlondedh SMooosac01220 | licopodiophyt
—— oelagine moellenaorttil
172 Physcgmnrella patens PP00154G00420 | |C0p0 |0p y a
L physcomitrella patens PPO0077G00840 SS
100 OT07 805560, ot 0040170
a
@ Ostreococcus lucimarinus OL07G01130 G ree n algae
Mlcrorr&onashsp RCCZQIQ MRCCZ%)D(;ZPG%%M% 457 1
anidioschyzon merolae strain 5537357.
ﬁondrus crYspus XP_005714208.1 | Red algae
73 Cyanobacteria bacterium KAA0213747.1

Leptolyngbya sp. MBC6954121.1 :I Cyanobacteria
g6 —— Cyanobacterium TDX16 OWY73098.1

19g

1100

Agrobacterium radiobacter K84 WP_( 012651978.1
Rhizobium sp.CF122 WP_007789884 H
Sinorhizobiuh fredi Hh103 WP 0143291157 1 a-proteobacteria

Pseudooceanicola batsensis WP_009

Sorangium cellulosum So ce56 WP 012237676 1] 8- roteoba\cE&
hermomonospora curvata DSM 43183 WP 012 52821.1 C mobactena

Guillardia theta CCMP2712 EKX34633.1 A 9 %
Thalassiosira pseudonana CCMP 1335 XP_002287912. 1 tramenopiles
Emiliania huxleyi CCMP1516 EOD22280.1 | Haptophyta
S Synechococcus sp. Cb0101 WP_010311725.1 T
Vulcanococcus sp. Clear-D1 MBD1193049.1 Cyanobacteria
Phenylobacterium zucineum WP_012522310.1 . .

Parvibaculum lavamentivorans WP_012112098. 1 Actinobacteria
Hyphomonas neptunium ATCC 15444 YP_760494 .1
Marinobacter adhaerens Hp15 WP_014578486.1 :
Haholla chejuensis KCTC 2396 WP 011399831.1 | Y-Proteobacteria
1 F)Berrr(}anella marisrubri WPPROOZ]O'L E|3:)71-3249300 1

seudomonas aeruginosa .
88 Nilrosomonas europaea ATCC 19718 WP 011112650. 1:| B-proteobacteria
Hydrogenophaga intermedia WP _009520523.1 X X
-————— Thermodesulfovibrio yellowstonii DSM 11347 WP_012546555.1 | Nitrospirae
Thermoanaerobacter ethanolicus WP_003867684.1 Firmicutes

Geobacillus thermoglucosidasius C56-YS93 WP_013876727.1
lélbrella ae:?tuarlnla YDPSI\207313\1(I%0%%;3

irosoma linguale H

Emtlcwla ollg?otrophlca DSM 17448 YP 006873248 £| BaCterO|deteS
Niastella koreensis GR20-10 YP_005006158.1
Tuber melanosporum Mel28 XP_002841738.1

97 A A fersiad $5e88 188 10ha 1

8 Candida tropicalis MYA-3404 XP_002546149.1 Fu n
99 10 Schizosaccharomyces pombe NP_588323.1
Il Ustilago maydis 521 XP_756451.1T
Neurospora crassa OR74A XP_957115.2 i
Capsaspora owczarzaki ATCC 30864 XP_004363753.1 ilasterea

Roseiflexus sp. RS-1 WP_011956202.1 | ChIoroerX|
Conexibacter woesej DSM 14684 WP_012

4323
— Saccharothrix espanaensis DSM 44229 W 01 51041 92 1 | Actinobacteria
Amycolicicoccus subflavus DQS3-9A1 WP_013806254.1

| 1.0 |

Pucynok 9. ®unorenerudeckoe epeBo romosoros 6enka ASA. @uoreHeTnyeckoe 1epeBo

PEKOHCTPYHUPOBAHO METOJIOM MaKCHMAIILHOTO npaBaonooous (nmporpamma 1Q-TREE). Isera
BeTBe (PMIIOreHETUYECKOTO JIEpeBa COOTBETCTBYIOT TAKCOHOMUYECKOM MPUHAIJIEKHOCTH BUA:
3eJIEHBIN — 3eJIEHBIC PACTEHUS, KPACHBIM — KpAaCHBIE BOJIOPOCITH, KOPHYHEBBIA — TPUOBI, TOTyOOH

— mpocTeiiue, (GUOIeTOBBIN — IuaHo0aKTepun, YEPHBINA — ocTanmbHble OakTepun. [1lkana

paCCTOSIHI/Iﬁ TIOKa3aHa BHHU3Y pUCYHKa CJICBA, BSJIMYNHBI 6y'TCTpCH MOAACPIKKHU IMOKA3aHbI PSAIOM

C BHYTPCHHUMMU Y3JIaMU IC€PCBa



68

benkm antpanmnmar cumataz B (ASB) (puc. 10) mpucyTcTBYHOT y BCeX
WCCIICIOBAaHHBIX PACTCHHN: KPACHBIX, 3CJIEHBIX BOJOPOCIICH W HAa3eMHBIX PACTCHHIA.
bmokaiimMu HepacTUTENBHBIME OCTTKaMU K HUM OKa3aJIMCh TaKKe, KaK U B CITy4ae
ASA, 6enku nmano6aktepuit. B mporiecce BOOIMK ATUX OEITKOB HE HAOJI0aeTCs
OYTUTAKAIMA TeHOB asb Ha ypoOBHE IMUBEPIreHIIMH KPYIHBIX TAKCOHOB PACTCHHIMA
(Ha3eMHBIX PACTCHHH, JBYIOJBHBIX/OAHOAONBHBIX). JlyImuKammu STHX TEHOB
HaAOJTIOAFOTCS TOJIBKO HAa YPOBHE OT/ICIBHBIX BHJOB M JIEMOHCTPHPYIOT OOJBIIOE
pa3HOOOpasue 1Mo KoJMUecTBy Kol reHoB: y A. thaliana rensr asb nmpencrasiens: B

6 xorusx, y A. lyrata B 1Byx, y Glycine max B oaHoi u T.11.
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Arabidopsis thaliana AT1G25155
Arabidopsis thaliana AT1G24909
gyArabidopsis thaliana AT1G25083
Arabidopsis thaliana AT1G24807
8t Arabidopsis thaliana AT1G25220
Arabidopsis lyrata AL1G27880
Arabidopsis thaliana AT5G57890
Arabidopsis lyrata AL5G01380
Glycine max GM16G06340
Carica papaya CP00002G01280 1
Theobr%rr?a )éacao TC02G029740 d ICOtS AS B
7g Vitis vinifera VV01G05420
Malus domestica MD00G201360
Fragaria vesca FV0G07260
Ricinus communis RC29968G00290
Manihot esculenta ME10173G00560
Manihot esculenta ME08847G00530
—lo6 Populus trichocarpa PT10G10130  _ |
ea mays ZM10G18290 t ASB
ryza sativa ssp. japonica OS04G38950
10§rachypodium distachyon BD5G12580 monocots
[Physcomitrella patens PP00198G00820 |
Physcomitrella patens PP00381G00140 g .
L— Selaginella moellendorffii SM00003G00680 | licopodiophyta
Ostreococcus tauri OT10G02500
—Eir—o Ostreococcus lucimarinus OL10G02410
100 Micromonas sp. RCC299 MRCC299_09G05250| (Green algae
—83 L[~ Volvox carteri VC00023G01220
Chlamydomonas reinhardtii CR14G02550

—48 Calothrix parasitica NIES-267 BAY81919.1
98 Crocosphaera subtropica WP_009547348.1 C b t i
Microcystis aeruginosa WP_002783163.1
! Leptolyngbyaceae cyanobacterium T60_A2020_046 MBF2035436.1 yano acteria

Cyanobacteria WP_190625342.1

Porphyridium sordidum YP_009297152.1
— " i x
Bangia fuscopurpurea AKE98961.1 Red algae

100 Neurospora crassa OR74A XP_956585.1
Aspergillus clavatus NRRL 1 XP_001268950.1
198 100 Tuber melanosporum Mel28 XP_002839800.1 FU ng|

Saccharomyces cerevisiae S288C NP_012711.1

Schizosaccharomyces pombe NP_596823.1
Ustilago maydis 521 XP_758523.1

[100 Natrinema sp. J7-2 WP_014863745.1
i Natronomanas moolapensis WP_015408254.1 Archaea
Marinobacter adhaerens Hp15 WP_008173393.1

Hahella chejuensis KCTC 2396 WP _011399832.1 -

Bermanejlla marisrubri WP_007018752.1 V prOteObaCterla
Pseudomonas aeruginosa PAO1 NP_249340.1 X
Hydrogenophaga sp. PBC WP_009520522.1 | B-proteobacteria

Conexibacter woesei WP_012934324.1 | Actinobact?r';La
r

Geobacillus thermoglucosidasius C56-YS93 WP 0133998 9P1 | B]ic tes
Nitrosomonas europaea ATCC 19718 WP_011110866.1 | [3-Proteobacteria

Thermodesulfovibrio yellowstonii DSM 11347 WP_012545428.1 | Nitrospirae
Thermoanaerobacter ethanolicus WP_003869619.1 | Firmicutes
Roseiflexus sp. RS-1 WP 011956201.11 Chloroflexi

Parvibaculum lavamentivorans DS-1 WP_012112103.1

Parvibaculum lavamentivorans DS-1 WP_012110470.1 _ 1

%yphomonas neptunium ATCC 15444 WP_011646793.1 a PrOteObaCterla
Phenylobacterium zucineum HLK1 WP_012522312.1

| 1.0 |

Pucynok 10. ®dunorenernueckoe aepeBo romosnoroB 6eiaka ASB. @uiorenernyeckoe 1epeBo
PEKOHCTPYHUPOBAHO METOJIOM MaKCHMAIILHOTO mpaBaonoaoous (nmporpamma 1Q-TREE). Isera
BeTBEH (PUIIOr€HETUYECKOTO JIEPEBa COOTBETCTBYIOT TAKCOHOMUYECKOM MPUHAJIEKHOCTH BUA:
3eNIEHBIN — 3€JIE€HbIE PACTEHUSI, KPACHBIA — KPACHBIE BOJOPOCIH, KOPUUHEBBIN — IPUOBI,
¢uoneToBbIi — IMAHOOAKTEPUH, YEPHBIN — OCTaJIbHBIE OaKTepuH, cephlil — apxeu. [llkana
paccTosiHUI NOKa3aHa BHU3Y PUCYHKa CJIE€Ba, BEJIMYMHBI OyTCTPEN MOIEP’KKU TTOKAa3aHbI PSI0OM
C BHYTPEHHUMH y3J1aMH JIepeBa

199

87

benku  dochopubosun  antpanmnar-tpancdepassl  (PAT) (puc. 11)
NPUCYTCTBYIOT Y KPAcCHBIX, 3€JIEHBIX BOJAOPOCIICH M Y Ha3eMHBIX PACTCHUH BO BCEX
WCCIICZIOBAHHBIX BUIaX. bivkalImmMy HepacTUTETFHBIMU OCTKaMU K HUM OKa3aJTUCh
Oenku rantodura (mpocreiimue) Emiliania huxleyi u AxtunoOakrepmii. Kak u B

ciy4ae reHoB ash, He HaOJIoAaeTCs Ty TUIMKALMI STHX T€HOB Ha YPOBHE TUBEPTCHIINH
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KPYITHBIX TaKCOHOB pAacTeHUH (HA3eMHBIX PACTCHUM, NBYIOJBHBIX/OIHOIOIBHBIX).
Jlnst OOJIbIIMHCTBA BUIOB T'eHBbI Pal mpeacTaBieHbl OJHOM KOIWEH, 3a PEIKUM

ucKIroueHneM (Hampumep, y Vitis vinifera 2 xormuu rena pat).
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Arabidopsis thaliana_AT5G17990 ]
Arabidopsis lyrata_AL6G 17950
Ricinus communis_RC30147G06010
Manihot esculenta_ME12794G00900
Populus trichocarpa_PT12G07870
Fragaria vesca_FV5G06390 .
Maglus domestica MD00G251080| dicots PAT
Vitis vinifera_VV17G01520
Theobroma cacao_TC03G001440
Vitis vinifera_VV14G11330
Glycine max_GM04G35820
Medicago truncatula_MT3G077590

10

100

91

100

Sorghum bicolor_ SB01G048790 ~—
Usé Zea mays_ZM09G29030
L 0Oryza sativa ssp. japonica_0S03G03450 monocots PAT

Brachypodium distachyon_BD1G76800

CSelaginella moellendorffi_SM00005G04230 | licopodiophyta
Physcomitrella patens_PP00173G00530 | mosSsS
Chlamydomonas reinhardtii_CR10G02500
M Ostreococcus tauri_OT06G01890 Green algae
Ostreococcus lucimarinus_OL06G01650

62 Chondrus crispus XP_005715714.1 | Red algae
ﬂﬁ|: Emiliania huxleyi CCMP1516 EOD40097.1 | Haptophyta
Cyanidiococcus yangmingshanensis KAF6001927.1 | Red algae
Thermomonospora curvata DSM 43183 WP_012853391.1
Streptomyces pratensis ATCC 33331 WP_014156688.1
Amycolicicoccus subflavus DQS3-9A1 WP_013806084.1

Saccharothrix espanaensis DSM 44229 WP_015099058.1

100
100
99

Actinobacteria

Tuber melanosporum Mel28 XP_002835164.1
4FW|: Neurospora crassa OR74A XP_957488.1
100 Saccharomyces cerevisiae S288C NP_010641.3
Schizosaccharomyces pombe NP_596757.1
Guillardia theta CCMP2712 EKX34634.1 | Cryptophyceae

Thermodesulfovibrio WP_012546835.1 | Nitrospirae

’—(_(:Fibrella aestuarina WP_015329594.1

99 Spirosoma linguale DSM 74 WP_012929936.1 _

100 Niastella koreensis GR20-10 WP_014216670.1 Bagtet
Emticicia oligotrophica WP_015028921.1 roiaetes

Cyanobacteria bacterium FACHB-63 MBD1845198.1
100 100 Pseudanabaenaceae cyanobacterium LEGE 13415 MBE9013048.1 Cyano-
99 Kamptonema sp. SIO1D9 NET88482.1 bacteria

Leptolyngbya sp. FACHB-261 WP_190803792.1

Sorangium cellulosum WP_012233734.1 | d-Proteobacteria

Roseiflexus sp. RS-1 WP_011956199.1 | Chloroflexi
Agrobacterium WP_012651485.1
unclassified Rhizobium WP_007793708.1
Sinorhizobium fredii WP_014328329.1
Mesorhizobium japonicum WP_010909524.1
Jacksonvillea sp. ISTCYN1 WP_162544570.1 | Cyanobacteria
Parvibaculum lavamentivorans WP_012112104.1

a-Proteobacteria

Pseudooceanicola batsensis WP_009804509.1| ~_ P
Caulobacteraceae WP_012522313.1 a-Proteobacteria

Hyphomonas WP_011646792.1

100 Natronomonas moolapensis WP_015409033.1
ﬂ Natrinema sp. J7-2 WP_014863742.1
Methanococcoides burtonii WP_011500350.1

Pyrolobus fumarii WP_014027355.1
e Sulfurisphaera WP_010979250.1 Archaea
100 —feo  Pyrococeus furiosus WP_011012856.1
100 Archaeoglobus profundus WP_012939619.1

Thermococcus kodakarensis WP_011249208.1

Bacillaceae WP_003249589.1 | Firmicutes

0.1
|_|

Cenarchaeum symbiosum WP_013482526.1 | Archaea
Marinobacter adhaerens WP_014578487.1
76 Pseudomonas aeruginosa PAO1 NP_249341.1
Bermanella marisrubri WP_007018753.1
Hahella chejuensis WP_011399833.1
WP_011110665.1 Nitrosomonas europaea .
Hydrogenophaga WP_009520519.1 B-Proteobacteria

y-Proteobacteria

Pucynok 11. ®unorenernueckoe aepeBo romonoros oeiaka PAT(TRP). dunorenernueckoe
JIEPEBO PEKOHCTPYHUPOBAHO METOIOM MaKCHMAIILHOTO mpaBaonooous (mporpamma 1Q-TREE).
[[BeTa BeTBEl (PUIOTEHETUYECKOTO IEPEBA COOTBETCTBYIOT TAKCOHOMHYECKON MPUHAIIIEKHOCTH
BUJIA: 3eNEHBIN — 3eNI€HBIE PACTeHHUs1, KPACHBINA — KpacHbIe BOJOPOCIH, (PHOIETOBBIN —
IU1aHOOAKTEPHH, KOPUUHEBBINA — IpUObI, roay0oi — mpocTeiine, YEpHbIA — OaKTepHH, CEphIi —

apxeu. llIkana paccTossHui Moka3aHa BHU3Y PUCYHKa CJ€Ba, BETUYUHBI OyTCTpen MOJACPKKU

MTOKAa3aHbl PAJIOM C BHYTPEHHUMH Y3JIaMH JIepeBa
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benku pocdopudosmi-anrpanmiar-uzomepas (PAI) (puc. 12) mpucyTcTByIOT Y
KpacHBIX, 3€JIEHBIX BOJOPOCIEH M y HA3eMHBIX PACTEHUH BO BCEX HCCIIEIOBAHHBIX
Bugax. bmokaiimmvu k Oenxam PAl pacTeHHid OKa3anuch OENKH MpPOCTEHIINX U
rpuboB. B cBoto ouepenp, Ommkaiiimu k 6enkam PAI pactenuii 6akTepruaibHBIMU
Oenkamu okaszanmuch Oenmku  kimacca Chloroflexi u mopsinka  AxTrHOOAKTEpHIA.
CemeiictBo PAI BKiIrOYaeT MyIuMKanuio Ha JBE FPYMIbl y OAHOAOJIBHBIX PACTEHUA —
PAI-A u PAI-B. Jlna oOTHenbHBIX BHJIOB JIBYJOJBHBIX TaKkKe HaAOIOMAIOTCS

JYTUTUKAIIAY 3TUX TeHOB (Harpumep, 3 kormii y A. thaliana).
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Arabidopsis thaliana_AT5G05590

Arabidopsis thaliana_AT1G07780

0 Arabidopsis thaliana_AT1G29410

Arabidopsis lyrata_ AL6G05190

Ricinus communis_RC29814G00050
Manihot esculenta_ ME10689G00730 .

8 Populus trichocarpa_PT08G06760 dicots PAI

Theobroma cacao_TC10G001370

Medicago truncatula_MT3G070890

Glycine max_GM11G35440

Vitis vinifera_VV13G10350

Fragaria vesca_FV4G18360

Zea mays_ZM04G36210

100 g9 Sorghum bicolor_SB04G009870 monocots PAI-A
— a4 ’ Oryza sativa ssp. japonica_0S02G16630

Zea mays_ZM06G 18460
97-Sorghum bicolor_SB10G019710 monocots PAI-B
| Brachypodium distachyon_BD4G03860
—78 ——Physcomitrella patens_PP00068G01170 | mosSsS
47 Selaginella moellendorffii _SM00001G03930 | |icopodiophyta

Hod [Volvox carteri_VC00008G02220
Chlamydomonas reinhardtii_ CR12G07390

% Ostreococcus tauri_70T11GOS290 Green algae
100 Ostreococcus lucimarinus_OL11G03090
a3 186 Micromonas sp. RCC299_MRCC299_12G004

Porphyridium purpureum KAA8491479.1
S Chondrus crispus_XP_005714478 Red algae

—196

Aspergillus clavatus NRRL 1 XP_001268950.1
Neurospora crassa OR74A XP_956585.1
Tuber melanosporum Mel28 XP_002839800.1
Saccharomyces cerevisiae S288C NP_010290.3 FU ngl

Candida tropicalis MYA-3404 XP_002549989.1
Ustilago maydis 521 XP_011388676.1
Schizosaccharomyces pombe NP_596823.1
a -———————— Monosiga brevicollis Mx1 XP_001742294.1 | Choanoflagellata

- Roseiflexus sp. RS-1 WP_011958144.1 | Chloroflexi

womonospora.cuwata WP_012851260.1 | : :
Saccharothrix espanaensis WP_015101436.1 Actinobacteria
L Thermoanaerobacter ethanolicus WP_003867688.1 | Fi icut
Bacillaceae WP_003249593.1 Irmicutes
—fe0 Methanococcoides burtonii WP_011500351.1
Natronomonas moolapensis WP_015409032.1
4 —fge— Pyrococcus furiosus WP_011012853. 1 Archaea
%3 100 Archaeoglobus profundus WP_012939616.1
Thermococcus kodakarensis WP_011249211.1
1ﬁOOSpirosoma linguale WP_012924987.1

Fibrella aestuarina WP_015320934,1 | Bacteroidetes
Thermodesulfovibrio sp. Kuro-1 WP_012545776.1 | Nitrospirae

Fibrella aestuarina WP_015329592.1
99 ' Spirosoma linguale WP_012929938.1 .
100 lj Emticicia oligotrophica WP_015028023 1| Bacteroidetes

39 Niastella koreensis WP_014216672.1
97 100 Geminocystis sp. NIES-3708 WP_066348103.1
Cyanobacterium sp. IPPAS B-1200 WP_069790758.1

100 59 Synechococcales cyanobacterium M55_K2018 004 HIK55272.1 Cyanobacteria
«157\:

Symploca sp. SIO2D2 NEQ67277.1
Alkalinema sp. RU_4_3 NJM45700.1

Agrobacterium WP_007698619.1

Rhizobium sp. Cf122 WP_007798068.1
inorhizobium fredii WP_014330397.1

9
98
97 Mesorhizobium japonicum WP_010912922.1 - 1
1 — Phenylobacterium zucineum WP_012520756.1 a PrOteObaCterla
Parvibaculum lavamentivorans WP_011995058.1

Hyphomonas WP_011648443.1
—— Pseudooceanicola batsensis WP_009806211.1
Hydrogenophaga WP_009518821.1 .
Nitrosomonas europaea WP_011111313.1 B'PrOteObaCte”a

5 Pseudomonas aeruginosa PAO1 NP_251803.1
3 Hahella chejugnsis WP_O1 1396311.1 Y-Proteobacteria
69 Bermanella marisrubri WP_007016969.1

Marinobacter adhaerens WP_014577185.1

96
10
3 S

[

Pucynok 12. ®dunoreneTnyeckoe 1epeBo roMooroB oeika PAI 3 pacTuTenbHBIX U
HEPACTUTENbHBIX TAKCOHOB. PUIION€HETUYECKOE 1EPEBO PEKOHCTPYUPOBAHO METOIOM
MaKCHMaJIbHOTO mpaBonoaoous (mporpamma 1Q-TREE). L[Beta BeTBe# pumoreHeTHIecKoro
JiepeBa COOTBETCTBYIOT TAKCOHOMMYECKOW IPUHAJICKHOCTHA BUIA: 3€IEHBINA — 3€JIEHBIC
pacTeHus, KpacHBIH — KpacHBIC BOJOPOCIH, (PHOJIETOBBIN — IIMAaHOOAKTEPUH, KOPHUIHEBBINA —
rpudBbl, roay0oi — npocreiiune, Y€pHblid — OakTepuu, cepblii — apxen. [llkana paccrosHui
MOKa3aHa BHU3Y PUCYHKA CJIeBa, BEJIMUMHBI OyTCTpen MOAIEPKKH MMOKa3aHbl PSIIOM C
BHYTPEHHUMHU y3JIaMHU Ji€peBa
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benku unmon-3-riumepoin dpocdar cuntas (IGPS) (puc. 13) npucyTCTBYIOT Y
KpacHBIX, 3€JIEHBIX BOJOPOCIEH M y HA3eMHBIX PACTEHUN BO BCEX HCCIEIOBAHHBIX
BUJaX. bamkalmmMu HEpaCTUTENIbHBIMA O€lKaMi K HHM OKa3aJluCh OCIKA
nuanoOakrepuii. Ha »atame nuBepreHuuu JBYAOJIBHBIX pacteHuid Oenku IGPS
JTUBEPTUPOBAII Ha TpU KiacTepa Ha3BaHHBIX Hamu |GPS-A, IGPS-B u IGPS-C. Kak u
B ciydae cemeiictBa PAIl s oTAeNbHBIX BUAOB ABYJOJIBHBIX TAKKE HAOIIOAAOTCA

nymakaimu reHoB |GPS (1o 2-x komuit).
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Arabidopsis thaliana_AT2G04400 |
Arabidopsis lyrata_ AL3G30040
Arabidopsis thaliana_AT5G48220

62 -Arabidopsis lyrata_AL8G10910

Malus domestica_MD00G410140
Ricinus communis_RC29732G00120| dicots |GPS
Populus trichocarpa_PT14G16510
Vitis vinifera_VV12G09890

Medicago truncatula_MT5G084030
Glycine max_GM02G42680
Carica papaya_CP00136G00360

—198
Sorghum bicolor_SB06G019430
g ZM07G10740 monocots
ea mays_.
9 Brachypodium distachyon_BD4G08830 | IGPS-A
0Oryza sativa ssp. japonica_0S09G08130
100 10%ga maysz_M1OGOBS50 monocots
100 orghum bicolor_SB04G018290
Oryza sativa ssp. japonica_0S08G23150 |GPS'B
o e owroara | monocots
100BrachypodiJm distachyon_BD5G12870 |GPS-C
Physcomitrella patens PP00330G00030 | mOoss
1(?)(s)treococcus tauri_OT02G05010
—63 50 4@ Ostreococcus lucimarinus_OL06G04140 G reen
99 Micromonas sp. RCC299_MRCC299_02G09250
51 fgp Clamydomonas reinardti CRT3G08210 algae
o Volvox carteri_VC00008G01060
~ Cyanobacteria bacterium UBA11371 HAZ46050.1
Geminocystis herdmanii WP_017293564.1

Calothrix parietina WP_015197619.1 Cyanobacteria
Leptolyngbya ohadii WP_088890409.1
Chamaesiphon minutus WP_015159872.1
Parvibaculum lavamentivorans DS-1 WP_012112105.1
Pseudooceanicola batsensis WP_009804511.1
Agrobacterium radiobacter K84 WP_012651486.1
ol 190 Rhizobium sp. C122 WP_007793712.1
Sinorhizobium fredii Hh103 WP_014328328.1
Mesorhizobium japonicum WP_010909525.1
Hyphomonas neptunium ATCC 15444 WP_011646791.1
Pseudomonas aeruginosa PAO1 WP_088364552.1
Bermanella marisrubri WP_007018754.1 .
Marinobacter adhaerens Hp15 WP_007018754.1 | Y-Proteobacteria
Hahella chejuensis KCTC WP_011399834.1
Hydrogenophaga WP_009520518.1 [-proteobacteria
100 gibrella aestuarina BL;Z 2 WP_015329593.1

98 pirosoma linguale DSM 74 WP_012929937.1 :

Emticicia oligotrophica DSM 17448 WP_015028922.1| Bacteroidetes

Niastella koreensis GR20-10 WP_014216671.1

Thermoanaerobacter ethanolicus WP_003867687.1 | Firmicutes
60 Thermodesulfovibrio WP_012545376.1 | Nitrospirae
Bacillaceae WP_013400516.1 | Firmicutes
Conexibacter woesei WP_012934326.1 | Actinobacteria

™ Natronomonas moolapensis WP_015408253.1
4'99—{ Cenarchaeum symbiosum WP_013482525.1 | Archaea
Methanococcoides burtonii WP_011498289.1

Hoyosella subflava WP_013806256.1

98 . . . .
100 Saccharothrix espanaensis WP_015104190.1 Actinobacteria
——79 100 Thermomonospora curvata WP_012853204.1
Streptomyces_flavogriseus_ ATCC_33331 WP_014156801.1

Gracilariopsis chorda PXF40177.1 | Red algae
Roseiflexus sp. RS-1 WP_011956009.1 | Chloroflexi

Emiliania huxleyi CCMP1516 EOD15413.1 | Haptophyta

Saccharomyces cerevisiae S288C NP_012711.1

Candida tropicalis MYA-3404 XP_002549203.1

Neurospora crassa OR74A XP_956585.1 X

L Tuber melanosporum Mel28 XP_002839800.1 Fungi

Ustilago maydis 521 XP_758523.1

Schizosaccharomyces pombe NP_596823.1

Monosiga brevicollis Mx1 XP_001742294.1 | Choanoflagellata

100

a-proteo-
bacteria

72

100

Pucynok 13. ®dunorenernyeckoe aepeBo romonoros 6enka IGPS. dunorenernueckoe nepeBo
PEKOHCTPYHPOBAHO METOIOM MaKCHMaIbHOTO mpaBaonoaoous (mporpamma 1Q-TREE). I1sera
BeTBel (PMIIOreHETUYECKOTO JIEpeBa COOTBETCTBYIOT TAKCOHOMUYECKOM MPUHAIJIEKHOCTH BUA:
3eJIEHBIN — 3eIEHBIC PACTEHUS, KPACHBIN — KpAaCHBIE BOJOPOCIH, (PHOTIETOBBIN — ITHAHOOAKTEPHH,
KOPUYHEBBIN — IPHOBI, TOIy00i — pocTeimme, YEpHbIN — 0akTepuu, cepbiii — apxeu. [llkama
paccTosiHUi TToKa3aHa BHU3Y PUCYHKA CIIEBA, BEIMYMHBI OYTCTPETl MOAJEPIKKH MOKA3aHbI PSIOM
C BHYTPEHHUMH y3JIaMH JIepeBa
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benmku tpuntodan cuntaz o (TSA) (puc. 14) mpHCYTCTBYIOT y KpacHBIX,
3eNEHBIX BOAOPOCIEN M Yy Ha3eMHBIX PAacTEHUM BO BCEX HCCIICAOBAaHHBIX BHUJAX.
bmkaiiMy HepaCTUTETFHBIMEU O€KaMU K HUM OKa3aJIiCh ONKU IIHaHOOaKTePHiL.
VY ogHomoNbHBIX TSA IUBEPrUpOBAIA Ha TPH KIIACTEpa, COOTBETCTBYIOMUX [ SA-A,

TSA-B u TSA-C, u y 1ByI0JbHBIX — TaKkKe Ha JBa kiactepa TSA1 u TSAZ2.
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Arabidopsis thaliana_AT3G54640

Arabidopsis lyrata_AL5G24730

Malus domestica_MD10G015460

Fragaria vesca_FV2G07970

Vitis vinifera_VV07G01490 H

Ricinus communis_RC29883G00420 dlCOtS TSA1
Populus trichocarpa_PT05G22780

3

Manihot esculenta_ ME02906G00400
Theobroma cacao_TC00G023140
Arabidopsis thaliana_AT4G02610
60 —Arabidopsis lyrata_AL6G38760 H
Glycine max_GMO03G31500 dICOtS TSA2
@alus domesticanD1 7G018750
Fragaria vesca_FV6G09790

98 Sorghum bicolor_SB02G004580
Zea mays_ZM01G56180
0 _
ryza sativa ssp. japonica_0S07G08430 monOCOtS TSA‘A
41 Brachypodium distachyon_BD1G55440,
Oryza sativa ssp. japonica_0S03G58260

Zea mays_ZM07G03180 monocots TSA-B

Brachypodium distachyon_BD1G05467,
gg Oryza sativa ssp. japonica_0S03G58290
Oryza sativa ssp. japonica_0S03G58300
Brachypodium distachyon_BD3G1688
Brachy;podium distac?1yyoﬁBD1G0546 monOCOtS TSA-C
Sorghum bicolor _SB01G005150
oZea mays_ZM01G56190
Zea mays_ZM04G01110

Physcomitrella patens_PP00013G00800 | mMOoSsSs
Selaginella moellendorffii_SM0019G00950 | licopodiophyta

—90

Ostreococcus lucimarinus_0OL04G00250

Ostreococcus tauri_OT04G00330

Micromonas sp. RCC299_MRCC299_02G08920 G reen algae
Chlamydomonas reinhardtii_CR12G09450

Volvox carteri _VVC00036G00290

filamentous cyanobacterium CCP2 PSB17803.1

Elainella sp. C42_A2020_010 MBF2049737.1 .
Leptolyngbyaceae cyanobacterium CRU_2_3 NJR65125.1 CyanObaCtel’la
Chlorogloea sp. CCALA 695 WP_106369780.1

Kamptonema WP_007357279.1
Liagora harveyana YP_009314265.1

100 100 Dichotomaria marginata YP_009313242.1 | Red algae
Porphyridium purpureum_YP_008965800

Geobacillus thermoglucosidasius C56-YS93 WP_003249598.1 I Firmicutes

Thermoanaerobacter ethanolicus WP_003867690.1

Thermodesulfovibrio yellowstonii DSM 11347 WP_012546593.1 | Nitrospirae
Thermococcus kodakarensis WP_011249213.1

100 100 Pyrococcus furiosus DSM 3638 WP_011012851.1 Archaea

Archaeoglobus profundus DSM 5631 WP_012939612.1
Sorangium cellulosum So ce56 WP_012233737.1| &-proteobacteria

Methanococcoides burtonii WP_011498291.1
Natronomonas moolapensis WP_015408255.1 | Archaea

Conexibacter woesei WP_012934330.1

Hoyosella subflava WP_013806258.1 i .
Saccharothrix espanaensis WP_015104188.1| Actinobacteria

Thermomonospora curvata WP_012853202.1
Streptomyces pratensis WP_014156803.1

—W Phenylobacterium zucineum WP_012520758.1
Hyphomonas WP_011648440.1

Rhizobium sp. Cf122 WP_007798061.1

99— Agrobacterium WP_007698614.1 _Pr ri
Sinorhizobium fredii WP_014330399.1 a OteObaCte a
Mesorhizobium WP_010912924.1

Pseudooceanicola batsensis WP_009806174.1
Parvibaculum lavamentivorans WP_011995056.1

Pseudomonas aeruginosa PAO1 NP_248725.1 | y-Proteobacteria
Hydrogenophaga WP_009518823.1 B-Proteobacteria

100 100 Nitrosomonas europaea WP_011111315.1
Marinobacter adhaerens Hp15 WP_008171746.1|\/- 1
100 Bermanella marisrubri WP_007016967.1 | Y P rOteO baCte na
Spirosoma linguale WP_012929942.1

100, ;
100 ibrella aestuarina WP_015329589.1 H
Emticicia oligotrophica DSM 17448 AFK03228.1 Bacteroidetes

100
Niastella koreensis WP_014216675.1

Roseiflexus sp. RS-1 WP_011957659.1 | Chloroflexi
Guillardia theta CCMP2712 EKX40750.1 | Cryptophyceae

o1 128 Thalassiosira pseudonana CCMP1335 XP_002294706.1 | Stramenopiles
Monosiga brevicollis Mx1 XP_001746840.1 | Choanoflagellata

Capsaspora owczarzaki ATCC 30864 XP_004347948.2 | Filasterea

Ustilago maydis 521 XP_760731.1

Saccharomyces cerevisiae S288C NP_011489.1

Candida tropicalis MYA-3404 XP_002549737.1
Schizosaccharomyces pombe NP_593777.1 Fu ng|
Aspergillus clavatus NRRL 1 XP_001275097.1

Pucynok 14. ®unorenerndeckoe nepeBo roMonoros oenka TSA. dunoreHeTHIECKOE 1epeBO
PEKOHCTPYHPOBAHO METOIOM MaKCHMaIbHOTO mpaBaonogoous (mporpamma 1Q-TREE). I1sera
BeTBe (PMIIOr€HETUYECKOTO JIepeBa COOTBETCTBYIOT TAKCOHOMUYECKOM MPUHAIJIEKHOCTH BUA:
3eEHBIIN — 3eN€HbIe pacTeHus, (PUOIETOBbBIN — IMaHOOAKTEPUH, KPACHBII — KpacHbIE BOJOPOCIIH,

KOPUYHEBBII — rpuOBI, Toy00ii — npocTeiinue, 4€pHblil — OakTepuu, cepblit — apxeu. llkana
paccTosHUI TIOKa3aHa BHU3Y PUCYHKA CJIE€Ba, BEIMYMHBI OyTCTPEN MOIEP’KKU TOKA3aHbI PSIOM

C BHYTPCHHUMMU Y3JIaMU IC€PCBa



78

benku tpuntodan cunraz B (TSB) (puc. 15) mpucyTCTBYIOT y KpacHBIX,
3eNEHBIX BOAOPOCIEN M Yy Ha3eMHBIX PAacCTEHUM BO BCEX HCCIICAOBAaHHBIX BHUJAX.
bmkaiiiMy HepacTUTENTFHBIMEU O€KaMU K HUM OKa3aJIiCh ONKU IIHaHOOaKTEePHIA.
VY nBynonpHbIX TSB nuBeprupoBasii Ha JBE Tpymmbl, cOOTBETCTByomue 1SB1 u
TSB2. BHyTpH KakaoW U3 3TUX TPYMIl ISl OTAETBHBIX BUAOB JBYJOJBHBIX TaKkKe

HAOJIOAAFOTCS AYTUTMKAIIN 3TUX TEHOB (110 2-X KOIHH).
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[Arabidopsis thaliana_AT5G28237
Arabidopsis lyrata_AL1G 11860
Glycine maxGM11G00580
Lotus japonicus_LJ1G001040 i
100 \jedicago truncatula. MT5G005670 dicots TSB1
Vitis vinifera_VV10G00430
Ricinus communis_RC29842G01270
) - C.arlca/gagaya CP00198G00190
Arabidopsis thaliana AT5G54810
Arabidopsis lyrata_ AL8G20120
Arabidopsis thaliana_AT4G27070
69 Arabidopsis lyrata_ AL7G14920
10Manihot esculenta_ME03241G00640
opulus trichocarpa_PT11G13170
Medicago truncatula_ MT3G051120
Lotus japonicus LJ6G005860 :
i garica dabaya cpooosrcooaso | dicots TSB2
heobroma cacao_TC07G004320
otus japonicus_LJ0G467270Q
Glycine max_GM18G12090
Medicago truncatula_ MT3G049410
Malus domestica_MD00G463080
‘Fragaria vesca_FV3G24190
Vitis vinifera_VV19G00650 —
rghum bicolor
rgchypodium distachyon_BD3G 14490 monocots TSB
Oryza sativa ssp. japonica_0S08G0418
Tof hyscomitrella ?atens_PP'00027GO1410 | moss
2 1%"Bhyscomitrella patens_PP00012G00490 | _
r6p Selaginella moellendorffii SM00007G02500 | licopodiophyta

s streococcus tauri_OT07G02680
100 — Ostreococcus lucimarinus _OL07G02870
95 Micromonas sp. RCC299_MRCC299_02G05410 [ Green algae

Volvox carteri_VC00040G00310
Chlamydomonas reinhardtii CR03G02920

Thermoleptolyngbya sp. M55 K2018 002 HIK40046.1
R 4'1—1'(1)5% Thermoleptolyngbya sp. PKUAC-SCTA183 WP_172357001.1 Cyanobacteria
Al

Trichocoleus sp. FXCH -46 WP_190432085.1
nabaena sp. UHCC 0253 WP_174763951.1

Porphyridium purpureum KAA8497673.1
100" Gracilariopsis chorda PXF48346 1 | Red algae
—176| oo ibrella_aestuarina_BUZ_2 YP_007319083.1 X
100 Spirosoma_linguale_DSM_74 YP_003390244.1 | Bacteroidetes
mticicia_oligotrophica .
L Emticicia. oligotrophi _DSM YP_006873253.1

Parageobacillus thermo%lucosidasms WP_013876728.1 | Firmicutes
Hahella chejuensis WP_011396312.1 .
Marinobacter WP_008171747.1 y-proteobacteria

B'\?_{manella marisrubri WI?N](%O(?)?:]I1619%811
itrosomonas europaea . .
Hydrogenophaga wp. 0095188221 | B-proteobacteria
Sinorhizobium fredii WP_014330398.1
Rhizobium WP_007798065.1
100 Alarobacgenu_mWP 007698616.1
esorhizobium WP_010912923.1 .
Parvibaculum lavamentivorans WP_011995057.1 G-ProteObaCterla
Pseudomonas aeruginosa PAO1 NP_248726.1
Pseudooceanicola batsensis WP_009806188.1
Hyphomonas WP_011648442.1
Phenylobacterium zucineum WP_012520757.1 i
56 Roseiflexus sp. RS-1 WP_011957242.1 | Chloroflexi .
73 — Hahella chejuensis WP_011400624.1 | y-Proteobacteria
Thermodesulfovibrio WP_012546381.1 | Nitrospi
Neurospora crassa OR74A XP_963281.1
Aspergillus clavatus NRRL 1 XP_001275097.1
Schizosaccharomyces pombe NP_593777.1 F H
TooSaccharomyces cerevisiae S288C NP_011489.1 ungl

Candida tropicalis MYA-3404 XP_002549737.1
Ustilago maydis 521 XP_760731.1 .

Capsaspora owczarzaki ATCC 30864 XP_004347948.2 | Filasterea
Thalassiosira pseudonana CCMP1335 XP_002294706.1 | Stramenopiles
Guillardia theta CCMP2712 EKX40150.1 Cryptophyceae
Emiliania huxIeP/i CCMP1516 EOD16267.1 aptf(i)é)hé/ﬁa
Monosiga brevicollis Mx1 XP_ 001746840, 1 J % ?ano gellata
100 Saccharothrix espanaensis WP_015104189.

98 Streptomyces flavogriseus ATCC 33331 WP_014156802.1 . .

85 160 Thermomonospora curvata WP_012853203.1 Actinobacteria

Hoyosella subflava WP_013806257.1

Conexibacter woesei WP _012934329.1
Natrinema WP_014864546.1
Natronomonas moolapensis WP_015409741.1
Methanococcoides burtonii WP_011498290.1
Natronomonas moolapensis WP_015408254.1 ArChaea
98 | hermococcus kodakarensis WP 011249212.1
100 Pyrococcus furiosus WP _011012852.1
Archaeoglobus profundus WP_012939613.1

, 1.0 ,

Pucynok 15. ®dunorenernueckoe aepeBo romosioros 6enka TSB. @unorenernyeckoe 1epeBo
PEKOHCTPYHPOBAHO METOI0OM MaKCHMalbHOTO TpaBaonoxoous (mporpamma 1Q-TREE). Ilgera
BeTBEH (PUIIOTEHETHUECKOTO IepEBA COOTBETCTBYIOT TAKCOHOMMUYECKOI MPHUHAJIEKHOCTH BUJA!
3eJIEHBIN — 3eIEHBIC pacTeHUs, (PUOJIETOBBIN — IIMAaHOOAKTEPUH, KPACHBIN — KPACHBIS
BOJIOPOCIIH, KOPUYHEBBIN — IPUOBI, TOIY00# — pocTeime, YEPHBINA — OaKTEPHUH, CePhI —
apxeu. [lIkana paccTossHui MOKa3aHa BHU3Y PUCYHKA CJIE€Ba, BETUYUHBI Oy TCTpEN MOAICPKKU
MOKAa3aHbI PSAOM C BHYTPEHHUMH y3JIaMH JIepeBa



80

Pexonctpykuust ¢unorenernyeckux aepeBbeB gepmentoB [IBT mokazana,
YTO 3TH (PEPMEHTHI MPUCYTCTBYIOT KAaK Y KPACHBIX U 3€JEHBIX BOJOPOCIIEH, TaK Uy
HazeMHbIX pactenuil. CrnemoBarenbHo, Oenku cemeiictB [IBT mnpousonum y
COBPEMEHHBIX HA3€MHBIX PACTEHUN B PE3YyJIbTATE BEPTUKAIBHOW 3BOJIIOLUUA OT
TeHOB 3eJEHBIX Bomopocied. J[ims OoNpImMHCTBA CEMEHWCTB HaOMIOAAcTCsS UX
paszieneHue Ha rpynmnbl (KJIaJibl), B TAKCOHAX OJTHOIOIBHBIX TUOO IBYI0JIbHBIX. [1pu
3TOM ISl HEKOTOPBIX ()EPMEHTOB IyIUIMKALMKA TE€HOB y OOIIEr0 MpeaKka BHUIOB
TaKCOHA HAOIIOAAI0OTCS JIUIIb Il OTHOTO U3 3TUX KPYIHBIX TAKCOHOB.

B tabnuie 2 npencraBiieHbl pe3yJbTaThl UICHTU(DUKAIIMN HEPACTUTEIBHBIX
TaKCOHOB, OT T'€HOB KOTOPBIX MPEANONOKUTENbHO, npou3onu (pepmentsl [1BT

pactenuii, monyueHnbie B padote KO3 u ap. (Yue et al., 2014) u B Hamei padoTe.

Tadauna 2. TakcoHbl Onkalmmx K pacturenabHbiM Oenkam [1BT HepactutenpHbIX OenkoB [16T
Ha (PUIOrEeHETHYECKHX JepeBbiax (puc. 9-15)

depmenTsl | nanHbie YUue et al. HaIllX TAaHHBIE

[T

ASA ITnaxToMHuIETHI [HuanobakTepuu

ASB [uano6aktepun/I maykodura/llpocreiitme | Ilnanodaktepun

PAT Xnamuauu [pocreiinme/ AkTuHOOAKTEPHA
PAI Xnamuanu/G-nipoteobakTepun [Ipocreime

IGPS [{nanob6akTepun [nano6akrepun

TSA [{uano6akrepuu [uanoGaxTepun

TSB [{nanob6akTepun [nano6akrepun

Hamr ananu3s noka3zain, uro 0enku Bcex cemeicTs [IBT mupoko npencraBieHs
y HCCJIENOBaHHBIX HAaMHM pPAaCTUTENbHBIX TakcOHOB. Haubonee Oau3KuMH
HepacTuTelbHBIME Oenkamu K Oenkam IIBT pacrenmii B cemelictBax ASA, ASB,
IGPS, TSA u TSB oxazanuce Oenku nuanodakrepuit (puc. 9, 10, 13, 14, 15,
COOTBETCTBEHHO); B cemelicTBe PAT — Oesikv aKTUHOOAKTEPUil W MPOCTEHIINX

(ranrropura E. Huxleyi CCMP1516) (puc. 11) u B cemeiictBe PAl — Genku



81

npocteimmx (rantopura: E. Huxleyi CCMP1516, ctpamenonmia: Thalassiosira
pseudonana CCMP1335) (puc. 12).

DTO mpeamnoiaraeT, 4To, no Kpaineit mepe, oenku ASA, ASB, IGPS, TSA u
TSB Moriu nosiBUTHCSI B XO/1€ SBOJIIONMU Y OOIIMX MPEIKOB 3€JEHBIX U KPACHBIX
BOJIOPOCJEH OT MaHOOAKTepuil. DTOT BHIBOJ YACTHYHO COTJIACYETCSI C BBHIBOJIOM
aBTopoB 03 u np. (Tabmn. 2) o ToM, 4T0, XOTS MpoucxoxaeHue psaaa pepmentos [1BT
HEJb3d OINpPENENICHHO YCTaHOBUTh M3-3a CIa00ro (pUIOreHEeTHYECKOTOo CHUTHAA,
oenku pacrenuii IGPS, TSA u TSB (kak m B HameM HCCIEAOBAHUH) BEPOSTHO
MPOUCXOMST OT LIMaHOOaKTepuii, a pacturenbHblii PAT npouszonuiu ot XmnamMuaui
(B HamIeM HCCIeIOBaHUM OT AKTHHOOakTepuii). OJHAKO pe3yJbTaThl HAIIErO
UCCIICIOBAHUS TIpeamnoaaraioT, 4ro Oenku pacteHuid ASA u ASB Ttakxe
INPOUCXOAT OT IMaHOOAaKTepHit, XoTs uccieaoanus 03 u np. (Yue et al., 2014)
yKa3bIBaIOT HA MPOUCXOXKIeHHE cemeiricTBa ASA oT OakTepwil IMIAaKTOMUIICT, a
npoucxoxaenne ASB B uX uccienoBaHnd 1Mo IepeBy TOYHO HE ompeenseTcs (Tad.
1). Takum oOpa3oMm, MO HAIIUM JaHHBIM, HauOOJiee YacTO BCTPEYAFOIIUMHUCS
npeakoBeIiMU opranusmamu pepmenToB [IBT pacTenuit sBIAIOTCS IMaHOOAKTEPUU.

[Tonmy4yeHHble pe3ynbTaThl MOTYT OBITh CBSI3AHBI C MPEINOJIAracMbIM
MPOUCXOXKJICHUEM PACTUTENbHBIX OpPraHU3MOB B pe3yJibTaTe TMOTJIOMIEHUS
(OTOCHHTE3UPYIOIMUX I[MAHOOAKTEPUH, SBISIONIMXCS (DOTOCUHTEIUPYIOITUMHU
poKapuoTaMu, HE (QPOTOCHHTE3UPYIOUIUMU OJIHOKJIETOUYHBIMU JYKapHOTaMHU
(Moore et al., 2019; Demoulin et al., 2019; Howe et al., 2008). B nocienctun 3TH
CUMOMOTHYECKHE IMAaHOOAKTepUHU, TMO-BUIUMOMY, CTald  XJIOPOILJIACTaMHU
pacteHuil. Jlasiee reHOM XJIOPOILJIACTOB, HApSAy C APYTUMHU OpTaHellJlaMu, CTall
WCTOYHUKOM JIJI1 TIPUTOKA HOBBIX T'€HOB B SIAECPHBIM T'€HOM pPACTCHHHA 3a CUET
9HIOCUMOMOTHYECKOr0 TeHHOro mepeHoca (u3 opranemt B sapo) (Moore et al.,
2019; Demoulin et al., 2019; Howe et al. 2008). Takum 06pa3oM, pe/noaracMoe
0> u mp. (Yue et al.,, 2014) nna IGPS, TSA u TSB pacrtenwmii, a TaKxe,
JONIOJTHUTENIbHO, Hamu i ASA u ASB pacteHuil, NpOUCXOXKJICHUE OT
IMUAHOOAKTEPH  XOPOIIO  COIVIACYeTCS C  COBPEMEHHBIMH  HAyYHBIMH

npcacCTaBJICHUAMUA.
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Kax Op110 OTMEUYEHO BHIIIE, TYTUITMKAIUNA UCCIIEAYyEeMbIX (DEPMEHTOB CHHTE3a
TpunTodaHa Ha HapaJiorM B XOJI€ SBOJIOLMU, BO BCEX CIydasX MPOUCXOININ
COBMECTHO ¢ 00pa3oBaHuEeM (JIMBEPTEHITNEH ) KPYITHBIX TAKCOHOB OPTaHU3MOB JIHO0
nocie (HO He J0) ux oOpaszoBanus. B pesynbTaTe uHero JUBEPreHIMS TEHOB
depmentoB [1BT Ha mapanoru mpoUCXOIUT TOIBKO BHYTPH KPYITHBIX TAKCOHOB, TO
€CTh KaK/IbIi KPYIHBIA TAKCOH UMEET CBOM YHUKAIBHBIH ISl HETO Ha0Op Mapajioros
dbepmenTta. Tak, cyobenununa ASA, depmenta ASA/ASB, npencraBieHa onHUM
TE€HOM Y MCCIIEIOBAaHHBIX BoJopociiel u mayHa (puc. 9). B To ke BpeMs yxe mocie
o0pa30BaHUsI TAKCOHOB MOXOBH/IHBIX, OJTHOJOJBHBIX U JABYJIOJbHBIX B KAXKIOM M3
HUX NPOU30IILINA TPU HE3aBUCUMBIE TYyIUIMKALMU reHa ASA: y MXOB IyIUTMKAIUs Ha
nBa napaiiora PP00077G00840 u PP00077G00420; y 0qHOAONBHBIX AyIIUKALUS
Ha jBa nmapajgora ASA-A u ASA-B; u y 1By10JIbHBIX OyTUITMKALIMS Ha JBa Iapajora
ASA1 u ASA2 (puc. 9). Torna xak, B reHOMax BUAOB, MPUHAJICKAIIX IPYTHM
TAKCOHAM, CEMEUCTBO ASA MpeACTaBICHO TOJBKO OJHUM I'€HOM, KaK 3TO XOPOUIO
BUJIHO JUUISI BUJIOB 3€JIEHBIX Bogopociieit (puc. 9).

KonuuectBo romosoro (mapaiioroB) ¢epmentoB IIBT oka3aigock B
OCHOBHOM HeOobIHM: 1, 2, 3 kornuu reHoB hepMeHTa. XOTS B OTACIbHBIX CIydasx
UX YHCIO0 AOXOOUT A0 6-TH Komuii, kKak y rera asb A. thaliana. B To ke Bpems
dbepmenT PAT Bo Bcex MCClIeTIOBaHHBIX BUAX KaK KPACHBIX U 3€JIEHBIX BOJIOPOCIIEH,
TaK ¥ HA3€MHBIX PACTEHUM NIPEACTABIIEH TOJIBKO OJTHOM KONKEN reHa pat.

[Tapamorn — 3TO TOMOJIOTMYHBIE TE€HBI, MPOMU3OIIEAIINE B PE3yJbTaTe
JTYTUTMKALIMKY T€HA ONPEAEIEHHOTO OPraHU3Ma U UMEIOIINE OTIIMYHBIE IPYT OT JIpyTra
dbynkuuu. I'ensl ¢ GIM3KONW TOMOJIOTHEW B TEHOME OJHOTO BUAA HE 00s3aTEeNIbHO
SBJISIIOTCS TIapajyioraMu. PacTeHus: B UX 3BOJIONMM MPOILIH Psii TTOJIHO-T€HOMHBIX
aymakanuid  (ITJ]) (Glombik et al.,, 2020). Takxe y pacTeHHH BO3MOYKHBI
ruOpUaIn3alud TEHOMOB B pe3yjbTaTe TMOpUIM3AIMK BUJIOB, IPUYEM HE TOJBKO
Omu3ko-, HO U AanbHOpoacTBeHHBIX (Glombik et al., 2020). ITosTomy Ha Bormpoc,
SIBJISFOTCSL JI T€HBI C OJIM3KOW TOMOJIOTHE B TEHOME OpraHu3Ma Mapajoramu Wiu
HET, YaCTO HEJb3s JaTh OJTHO3HAYHOTO OTBETA. B CBSI3M ¢ ueM Jaibllie 10 TEKCTY Mbl

OyZeM MCTOJIb30BaTh TEPMUH MApajioTh C OCTOPOKHOCTHIO. U, Kornma peub uaeT o
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KOJIMYCCTBCHHOM aHAJIN3C YPOBHA I[YHJ'II/IKaLII/Iﬁ I'CHOB, MbI 6yz[eM Ha3bIBATbh KOIINH

I'CHOB — I'OMOJIOT'aMH.

3.2 3akioueHue mo riiase 3

Anamu3 unorenun 6enkoB gepmentoB [IBT mokasan, 4ro 3t dhepMeHTHI
MPUCYTCTBYIOT Y KpPAacCHBIX, 3€IEHBIX BOJOPOCIICH, W HA3EMHBIX PACTCHUM.
CnepnoBartenbHo, Oenku cemeictB IIBT mpousonuin y cOBpeMEHHBIX Ha3eMHBIX
pacTeHul B pe3yJsibTaTe BEPTUKAIBHOW BOJIIOLMH OT MPEIKOBBIX T€HOB 3€JEHBIX
BoZiopociield. B HameM uccienoBanuu HanOonee OJUM3KUMU K OenkaM (hepMEHTOB
pactenuit B 5 u3z 7 cemeiictB I[IBT — ASA, ASB, IGPS, TSA u TSB — oka3zanuce
Oenku 1MaHoOakTepuid. ITo moaaepkuBaet rumote3y 03 u np. (Yue at al., 2014) o
npoucxoxjaenun (epmentoB IIBT y pactenuii or nmaHoOakTepuii, XOTs B HUX
MCCJIEI0BAHUM ITO ObLIO MOKa3aHo ToJIbKO i 3-x u3 7-mu dpepmentoB [IBT (IGPS,

TSA u TSB), B HameMm ucciIeIOBaHUH 3TO OBLIO TOKAa3aHO yKe JUIA 5-TH U3 7-MH

depmenToB I1BT (ASA, ASB, IGPS, TSA u TSB).
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I'JIABA 4. IPOUCXOXJIEHUE U 3BOJIOLIUA ®PEPMEHTOB ITYTHU
TAA/YUCCA BUOCUHTE3A AYKCHUHA Y HABEMHbBIX PACTEHUM
4.1 Ilpoucxo:xxkanenue ¢pepmeHToB cynepcemeiictBa T AA-ogo0HBIX 0€JIKOB Y
HA3eMHBIX pacTeHu
4.1.1 Cpasnumensvnsiit ananus nociedogamenvrnocmeit TAA-nooooHbIx denkos

u3 Klebsormidium nitens # Arabidopsis thaliana.

Jlnis Toro 4TOOBI YTOUHUTH TpoucxoxkaeHue TAA y pacTeHuid Mbl TPOBEIH
JCTaIbHBIM aHAIM3 CTPYKTYphI mocienaoBareabHoctu KNTAA K. nitens (Hori et al.,

2014) B cpaBHeHMHM ¢ Oenkamu cemeiicTBa TAA HazeMHbIX pacteHuit (puc. 16).

~o nomeH AAT-like

TAA

} AnNnMmmHasbl

| | I T KnTAA (kfl00051_0080/GAQ80308.1)

1 2(]:)0 490 6(?0 800 1000 1144 a.o.

Pucynok 16. Jomennslii cocras nocnenosatenbHocT KNTAA K. nitens no cpaBHeHuro ¢
OenKkamHu, CBA3aHHBIMU ¢ Tpuntodan-amuHoTpancdepaszoit (TAA), u RAD21-noo0HbIM 6e1KoM
SYNI u3 A. thaliana. LiBeTHbIME TPSIMOYTOJIBHUKaMHU 0003HAYCHBI KOHCEPBATHBHBIC JIOMEHBI
OETKOBBIX MOCIIEIOBATEIHHOCTEH; OeITbIe IPSMOYTOJIBHUKN COOTBETCTBYIOT palilOHaM
HEKOHCEPBATUBHBIX MOCIIEI0BATEILHOCTEH; IIKaIa O3UIMN aMHUHOKHCIIOTHBIX OCTAaTKOB (a.0.) B
nocnenoBarenbHOCcTH KNTAA HaxoIuTcsl BHU3Y PUCYHKA

Jimua KNTAA, B COOTBETCTBHH ¢ TEKyIleH aHHOTamuer renoma K. nitens
(v1.0, kfl00051_0080), cocraBaser 3432 Hykieotuaa (HT), 4YTO JacT
TPAHCIMPOBAHHYIO MOCIEA0BATENbHOCTh U3 1144 aMUHOKHMCIOTHBIX OCTaTKOB
(a.0.). DTo GoJICEe YeM B JIBa pas3a MPEBBIIIACT JJIMHY IMOcieaoBaTenbHocTeld TAA
HazeMHbIX pactenuit (350-520 a.0.) (puc. 16 — 6enku TAAL, TAR1, TAR2).

[MpoBenéunniii ¢ momompo BLASTP (Camacho et al. 2008) anmamu3 0Oemok-

KoJupytoiei nocnenoBareabHoct KNTAA B cpaBHEHUH ¢ aMUHOKHCJIOTHBIMU
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nocienoBateabHocTIMu TAA u3 A. thaliana (Van Bel et al. 2012) moxkasan
3HAUYMTENIbHOE CcX0JCTBO C-KOHIIEBOrO pailoHa 3Toro Oenka (octatku 710-1144,
puc. 16) ¢ poxacreenneiMu depmenramu TAA OGenkoB (TAAL, TAR1, TAR2)
(yposens cxoxcrtea E-value <9e%, marpuma BLOSUMG62) u ¢ auMuHa3aMu
(TAR3, TAR4) (yposens cxoxctsa E-value <le®, marpuia BLOSUMS62). Ilpu
stoM N-koneny nocnenoBarenbHocTy KNTAA (ocratku 1-654) ananoruueH
Rad21/Rec8-momoonomy Oesky A. thaliana (NP_850773.1, ypoBenb cxoxctBa E-
value <2e3") u Rad21/Rec8-nono6romy Genky S. moellendorffii (XP_002974692,
ypoBeHb cxozcTea E-value <1e™) (puc. 16). Rad21/Rec8-nono0Hslii Gemok y A.
thaliana sBisiercs MEHOTHYECKMM KOT€3MHOM MW Yy4YacTBYeT B 00eCHeUYCHUH
CIIETUICHHS TUIEY XPOMOCOM W TIOJICPXKAHUS CIEIJICHUS IIEHTPOMEpP BO BpeMs
no3nHux craauii meiiosa I (Cai et al. 2003).

Takum o60pazoM, mnocnenoBarenbHocTh KNTAA mpexacrtaBisier coOoit
ciusiHue Kore3uH-mono0Hkx (Rad21/Rec8) n dhepmentatuBHbIX (TAA-T10100HBIX)
nomeHoB (puc. 16). MuTepecHO, YTO MBI HE HAOIIOJANIM TaKOW KOMOHWHAIIMK
JIOMCHOB B TEHOMHBIX TOCIICAOBATEIBHOCTAX IPYTUX PACTCHHM M3 0a3bl JaHHBIX
Plaza 2.5 (Van Bel etal., 2012) uiu B Tpanckpuntomax Xapodutos (Ju et al., 2015).

AnomainbHas JuHa nociegoBaTensaoctr 0eaka KNTAA (kfl00051 0080) K.
Nitens 1 HaJTU4Ke y HETro JAOMOJHUTEIBHBIX KOT'€3UH-TI0J00HBIX JIOMECHOB BBI3BHIBACT
COMHEHHE B CIIOCOOHOCTHM ATOro Oelika mpeBpamarh TpuntohaH B HHAOI-3-
nupoBuHorpaanyio kucioty (UITK) (ocHoBHas pyukuus 6enko TAA). Bo3morkHo,
Takasi KOMOWHAIIMS IOMEHOB MOTJIa OBITh CIIEJCTBUEM HEIOCTATOUYHO KaueCTBEHHON
anHoTanuu renoma (cnusaue 1Byx OPC pa3HbIX TeHOB).

Taxxe, NPOBEOEHHBI HAMU aHAIW3 TNoKa3al, 4To C-KOHIEBash 4acTh
TpaHCIHpOBaHHOM mocienoBareabHOCTH KNTAA comepXuT HEOOJBIION yd4acToK
(ocratku 715-765), KOTOpBI MMEET CXOJACTBO C JOMEHOM JMIHUAEPMATIBLHOTO
dakropa pocra (Epidermal Growth Factor, EGF), mnpexacraBieHHbIi B
IIOCIICA0BATEILHOCTSAX aJIMMHA3 [IBETKOBBIX pacTeHuit (Stepanova et al., 2008), vo

OTCYTCTBYIOIIUH B MOcCieaoBaTeabHOCTX OenkoB cemerictBa TAA (TAAL, TARL,
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TAR2). EGF nomeH BbizeneH roiryObIM IIBETOM Ha CXeMax MOCIEI0BATEIbHOCTEH

anmunHa3 TAR3, TAR4 u nocnenoBarensuoct KNTAA (puc. 16).

4.1.2 Ananusz 3D cmpykmyp u gpunozenuu TAA-no00o6HbIX DEnKos.

Taxoke MBI TIPOBENM PEKOHCTPYKIMIO MPOCTPAHCTBEHHOW CTPYKTYphl C-
TepMuHaIbHOrO (parmenta (romosorngHoro TAA) Oenka KnTAA K. nitens u
CpaBHWJIN €€ C U3BECTHBIMH MPOCTpaHCTBEHHBIMU CTpykTypamu TAAL A. thaliana
u Ammunasel Allium sativum. Tpéxmepnas OenkoBas cTpykrypa C-KOHIIEBOTO
¢dparmenTta TpaHcaupoBaHHO# mocienoBarenbHocTn KNTAA (octatku 710-1144)
ObLTa MpejcKa3aHa, UCIojb3ys nmporpaMmmuoe ooecrieuenue I-TASSER (Roy et al.,
2010). Pacuér tpéxmepHoit cTpykTypsl Obul mnpousBeAéH ['ynOounsim K.B.
CpaBHeHHE OEIKOBBIX CTPYKTYp IOKa3ajo, YTO MOJENb IMOCIEA0BATEILHOCTH
KnTAA umena 6osiee BBICOKOE CTPYKTYPHOE CXOACTBO C aJUIMMHA30M YECHOKA
Allium sativum [Protein Data Bank (PDB, http://www.rcsb.org) ID 1LK9: A; EC
4.4.1.4] cpennexpagpatuunoe otkinoHenue Ca (RMSD) 0.55 A, BerpoBHeno 412
octatkoB. CxonctBo Mmozaenu C ¢ Tpuntodan amuHoTrpaHchepazoir TAA1 A.
thaliana [PDB ID 3BWN: A; EC 2.6.1.27, 2.6.1.99] Obu10 BBIpaXXEHO B MCHBIIICH
CTEIeHH: cpeaHekBaapaTudHoe otkiaoHenne Ca RMSD 1.79 A, BeiporeHo 355
OCTaTKOB.

Kpome Toro, 4toObl yTOUHUTH MPOUCXOXkKIAEHUE TeHOB TAA y HazeMHbBIX
pacTeHul, Mbl HCCIEIOBaIM (UIOTEHETUYECKUE OTHOIICHUS MEXIy BCEMHU
romosioramMu TAA, 1OCTyITHBIMH B MIOJTHOCTHIO CEKBEHUPOBAHHBIX TeHOMax B Plaza
2.5 (Van Bel et al., 2012), NCBI GenBank (Benson et al., 2013) u Ha nopTtaie
renoma OObenuHenHoro uHctutyta reHoma (JGI) (http://genome.jgi.doe.gov/).
[Touck TOMOJIOTOB C-KOHILIEBOTO dbparmenTa TPaHCIUPOBAHHOU
nocnenosareabHoctd KNTAA (kflO0051 0080, octatku 710-1144), npoBenéHubIii
¢ momompio mporpamMMbl BLASTP, BbISBHII 3HAUMTEIIBHOE CXOJCTBO C HHUM
(3nauenue E-value <1€®) Tonpko mocnenoBaTenbHOCTEH HAa3eMHBIX PACTEHHI U

npocrermx (4to cornacyercs ¢ qanabivu KOs u mp. (Yue et al., 2014)).
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Ha ocHoBanum mnomyuyeHHOW BbIOOpKHM mocienoBatenbHocTelt TAA Hamu

ObUTM TOCTpPOEHBbI (uaoreHeTHUeckne aepeBbs TAA (METOJ MaKCHMAaJIbHOIO

npasaomnonodus — puc. 17; baitecoBckuit meton— [punoxenne: pucynok I11).
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—i 0.1

—1.000
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0.999
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Arabidopsis_lyrata_AL1G35350
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Ricinus_communis_RC29863G00700
Theobroma_cacao_TC00G090250
Glycine_max_GM02G09130
Glycine_max_GM16G25420
Malus_domestica_MD10G002700
Fragaria_vesca_FV2G20970
Theobroma_cacao_TC00G076910
Theobroma_cacao_TC00G009910
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Capsaspora_owczarzaki_ATCC_30864_XP_004346719
Emiliania_huxleyi_CCMP1516_EOD27665 | Haptophyceae
Guillardia_theta_CCMP2712_EKX38867

TAA HazeMHbIX pacTeHui

AnnvunHasbl Ha3eMHbIX PaCTeHWiA

TGreeniaIga: Charophyta
| Ichthyosporea

| Cryptophyta

Pucynok 17. @unorenernyeckoe 1epeBo cemerctsa TAA, peKOHCTPYUPOBAHHOE METOIOM

MaKCHMaIbHOTO Tpaszonogoous (mporpamma |Q-TREE). 3enéusiM 1iBETOM BeTBEl 0003HAYCHBI

OenKu pacTeHUH 1 KOpUYHEBBIM Oenku mpocTeimmx. [1kana paccrosHuii mokaszaHa BBepXy

pUCYHKa CJICBA, BEJIMYHUHBI 6yTCTpCH NOAACPIKKU IMOKa3aHbI pAJOM C BHYTPCHHHUMU Yy3JIaMU

JiepeBa
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PekoHcTpyupoBanHOe 3TUMHU MeTOAAMH (DUIIOTEHETHYECKHUE AepeBbs (puc.
17; Tlpunoxenue: pucyHok II1) nmemoHCTpupyeT aBa XOpOIIO 000COOJIECHHBIX
knactepa. [lepBpiii kiacTep, BKJIIOYAaeT TpUNTO(haH-aMUHOTpaHCc(epasbl (Oenku
TAA) Ha3zeMHBbIX pacTeHH#, B uacTHocTH, Tpu Oecnka A. thaliana: TAAL
(AT1g70560) wu, poxactBennbie Oenky TAALl OGenkm TAR1 (TAA-relatedl;
AT1g23320) u TAR2 (TAA-related2; AT4g24670). Yuactue 3Tux Tpéx OCITKOB B
ocHoBHoM IIBA ObLI0 moka3zaHo skcrepumentanbHo (Mashiguchi et al. 2011;
Stepanova et al., 2008). Bropot#i kiacTep BKIIOYaeT aJUIMUHA3BI, CPETU KOTOPHIX J1Ba
oenka A. thaliana: TAR3 (TAA-related3; Atlg34040) u TAR4 (TAA-related4;
Atl1g34060). dyHkuuu ayutMUHA3 OcTaroTcs HesicHpiMH (Stepanova et al., 2008).
OTnuuuTenbHON 4YepTOW alimumHa3 u3 ajuimuHasHoro kiactepa (TAR3, TAR4)
ABJIIETCS] Halu4he y HUX Ha N-KOHIIE JOMEHa DNuaepMalibHOTO (akTopa pocTa
(Epidermal Growth Factor (EGF)) (mo3ummm 32-89 B 6enke TAR4 A. thaliana) (puc.
16), orcyrctBytomero y 6enkoB kinactepa TAA: TAAL, TARI, TAR2 (puc. 16).

Xapaxkrep sBoonun cemeiictBa TAA y HazeMHBIX pacTeHuil (pucyHok 17,
[Tpunosxxenue: pucynok I11) cxonen ¢ TakoBbIM 1yt 6enkoB pepmentoB [1IBT: ASA,
ASB, PAT, PAI, IGPS, TSA u TSB (puc. 9 — 15). T.e. nymiukanuu reHoB taa
MPOUCXOMSIT JIUOO COBMECTHO C JMBEPTreHIUEH pAaCTEHWH Ha KPYITHBIE TAaKCOHBI
(ypoBHS He HWXe Kiacca), JJMOO mocie He€, HO He 10 0Opa30BaHUsS KPYIHBIX
TaKCOHOB pacTeHUi. B pe3ysibraTe 4ero Kaxxaplii U3 KPyIHBIX TAKCOHOB UMEET CBOM
YHUKaJIBHBIN IS JAaHHOTO TakcoHa HaOop mapasioroB TAA. Tak, B pe3ylbrare
aymukanuu - npeakoporo rena 'y HIIOIT omHOmonsHBIX 00pa3oBajoch [iBa,
XapaKTEPHBIX IS BCEX 4-X MCCIIEAOBAHHBIX BUJIOB OJHOAOJIbHBIX, mapajora TAA,
npejcTaBieHHble, HanpuMep, y O. sativa reramu 0505907720 u 0s01g07500 (pwuc.
17). Takxe y ABYIOJNBHBIX B PE3yJbTaTe NYIUIMKAUWW HX IPEIKOBOro reHa taa
oOpa3oBaioch 2 mapajora, KoTopbie npeacTapieHsl y A. thaliana: mepssrii mapasor
npeactanieH renamu taal/tarl (taal:AT1g70560 u tarl:AT1923320 y A. thaliana)
U BTOpoi mapanor — reHom tar2 (AT4g24670 y A. thaliana). Kpome Toro, u3s
3HAUYUMBIX Ui DBOJIOIMH ceMercTBa | AA-TI0100HBIX OEIKOB COOBITUA CTOUT

OTMCTUTH AYIUIMKAIIUIO Y KPECTOUBCTHLIX, BO3MOKHO Yy IIPCAKaA poaa PCSYXOBI/II[I(a,
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npenkoBoro rexa taal/tar2 ma nBa mapasora, KOTOpbIE HMEIOT BHIIBI, 3TOTO POJa,
npeacTaBieHHble, Hampumep, y A. thaliana remamm: taal(atlg70560) wu
tar2(at1g23320). IlocnenHss IyIUIMKANWs MPOM30ILIA, COOTBETCTBEHHO, ITOCIIC
o0Opa3oBaHMsI TAKCOHA IBYJOJBHBIX. B pe3ynbTate, o0pa3oBanue mapanoroB TAA1-
MOJOOHBIX TEHOB MPOUCXOIUT HE3aBUCHMO BO BCEX KPYIMHBIX TaKCOHax. B cBoio
ouepens kimacrep awmuHas (tar3:atlg34040 A. thaliana, tar4:atlg34060 A.
thaliana) mnpencraBiseT CcOOOH eIMHOE CEMEHCTBO, KOTOPOE B psAC BHJIOB
MPEACTAaBICHO TOJBKO OJHOM Komuer reHa (y BCEX HCCIEIOBAHHBIX BHJIOB
OJHOJIOJIBHBIX W Yy ABymosibHBIX: V. vinifera, Carica papaya, F. vesca, Malus
domestica. Ilpu 3ToM AyIUIMKAIMKM T€HOB B CEMEHCTBE aJJIMMHA3 HAOIIOIAFOTCS
JUIIG JJIS OTASIBHBIX BHJIOB M CEMEWCTB PACTCHHMH (HAMpUMEp, HAIMYUE JBYX
optonoroB: TAR3 u TAR4 B poae PesyxoBumaka) (puc. 17; Ilpunoxenue: pucyHOK
I11).

Ha ¢unorenernyeckux nepebsix TAA Hanbosnee OJU3KUMU K PACTUTEIbHBIM
Oenikam okazainuch Oeiaku npocrerux. [Ipu 3Tom He Ob1T10 00HAPYKEHO OJIU3KUX K
TAA roMoyI0T0OB HU y 3€JIEHBIX BOAOPOCIEH, HU y OaKTEepuil.

B pesynbrate, mocinenoBareabHocte KNTAA u3 K. nitens mo Hamm JaHHbIM
pacroJiokeHa OJrke KO BTOpoMy KilacTepy — Kiactepy ajumunnas (puc. 16; puc. 17;
[Mpunoxenne: pucynok I11). T.e. mocnenoBarensHOCTE KNTAA Oosiee Gnm3ka K
aimuHazaMm, yeM K TAA, 4To corjacyeTcsi ¢ BBIIICU3IIOKEHHBIMUA JaHHBIMU TIO
cpaBHeHHIO TpéxMmepHor cTpyktypbl KNTAA K. nitens u npyrux TAA-mogo0HbIX
oenxoB (TAA u ajunnHa3z) npuHapiexkanmx A. thaliana. 3to npeamnonaraer, uyto
dbynkuus KNTAA Gonee 6iM3ka K aiuiHazam, 4eM K TAA Ha3eMHBIX pacTEHUH.
®epmenr TAA (EC 2.6.1.99) karammsupyer nepByro peakuuto B [IBA(TAA,
YUCCA): L-tryptophan + pyruvate <=> indole-3-pyruvate (UIIK) + L-alanine (Tao
et al., 2008). Toraa xak 06 ammuunazax (EC 4.4.1.4) u3BeCTHO TOJIBKO TO, YTO OHH
KaTaJIM3UPYIOT PEAKIUI0 TIPeoOpa3oBaHus HEOCTKOBOW aMHUHOKHCIIOTHI ajliiHA B
anuiH y genoka (Allium sativum) u nyka (Allium). Amunme oTBevaer 3a 3amax u
BKYC 3THX pPAaCTCHHH H, MO-BUAUMOMY, OOECIEUYMBACT HMX 3aIUTy OT TOCIaHUS

TPaBOSIHBIMM KUBOTHBIMH, a TAKXKe 3a UX OakTepuimanbie cBoiictea (Weiner etal.,
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2009). Ponp amnuuHa3z y IpYyrux pacTeHHid, KaK YK€ YIOMHUHAJIOCH BHIIIE, HE
ycTaHoBieHa (Stepanova et al., 2008).

Taxum oOpaszoMm, Hamm uccienoBanus 3D cTpykTyp OenkoB U (QHUIOTEHUU
MOKa3bIBatoT, yTo 6e1ok KNTAA Ha OCHOBaHMM HAlIMX JaHHBIX CJIEIYET OTHECTH K
alMrHA3aM. JTo mpeanoiaraet, 9yro 6enok KNTAA K. nitens MmoxxeT nMeTh HHyIO
bynkuio, yem pyHkuus TAA Ha3eMHBIX paCTeHUN U, TAKUM 00pa3oM, ero yyactue
B OuocuHTe3e aykcuHa. B peakiuu nepBoii peakumu ITBA(TAA/YUCCA),

npespatienne Tpunrodpana B UIK, manoseposTHo.

4.2 Ananus 3Bosonun 0esakos cemeiicrea YUCCA
4.2.1 Jeonroyun 6enkoe cynepcemeiicmea (haaguH-cooeprHcaniux
MoHOoOKcuzenas B knacca
4.2.1.1 @unozenus benxkos cynepcemeiicmea (paasun-cooepicauiux

MOoHOoOKcuzenas B knacca

Jlns TOoro 4ToObl YTOYHWUTH 3BOJIOIMOHHOE MPOUCXOXKIACHHUE OEIKOB
cemerictBa YUCCA wmbl npoBenu ¢uoreHeTudeckuid aHanus 6enkoB B kiacca
cylnepceMencTBa (uiaBUH-COIEPKAIUX MOHOOKCUT€Ha3, K KOTOPOMY OTHOCHUTCS, B
tom uncie, u cemeiictBo YUCCA. [l 5T0 MBI TpoBeNr (PUIIOTEHETHYECKHI aHATTU3
HAa OCHOBE JBYX THUIOB JaHHbIX (cM pazgen 2.1.3 BpiOopku O€NKOBBIX U
TPaHCIMPYEMBIX TPAHCKPUIITOMHBIX mocienoBarenbHocTel pepmenta YUCCA):
(1) BeiOOpka mocnenoBarenbHocTel class B FMO_proteins, mnoay4eHHBIX C
NOMOUIBIO MOUCKA IO TOMOJIOTUM B 0a3e JaHHBIX MOCIIEI0BAaTEIbHOCTEH OEJIKOB
NCBI nr u B/l Plaza 2.5 (mocnmenoBareiabHOCTH, IMOJYYCHHBIE B pe3yJIbTaTe
KayeCTBEHHOIO0  CEKBEHMPOBAaHMs,  OJHAKO  MpPH  JOCTaTOYHO  Y3KOU
IPEICTAaBJICHHOCTH TAaKCOHOB pactenuii); (2) BeiOopka class B FMO_proteins
pacmmpeHHasl 3a c4eT M00aBleHUs K HEW MOCIIeOBAaTeIbHOCTEH W3 MPOEKTOB
MIMPOKOMACIITAOHOTO  CEKBEHHUPOBAaHUS IOCIEAOBATEIBHOCTE TE€HOMOB U
tpanckpunromoB pacrenuii 1000 plant genomes (1Kp) (Leebens-Mack, 2019) u

Green algae (Cooper, Delwiche, 2016) (3Ti 6a3bl JaHHBIX MMOJTyYEHBI B pe3yJIbTaTe
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cexkBeHupoBanust NGS, HO copepikaluecss B HUX MOCIEAOBATEILHOCTH TOPa3/Io
OoJiee MIUPOKO MPECTABICHBI B TAKCOHAX pacTeHuid, cBbire 1000 BUa0B) maHHAs
BbIOOpKa 0O0o3HaueHa kak class B FMO_proteins_and_transcriptomic.

C ucnonp30BaHUEM MEPBOM U3 ITHX BHIOOPOK MBI TaK)Ke MPOBOJIUIU aHATIU3
CTPYKTYpbl (IOMEHHBIM cOCTaB) W (YHKIUN (AaKTUBHBIC CaWThl) IJisi OEJIKOB
cemeiictBa YUCCA.

ITouck romosoroB OenkoB YUCCA mns ¢opmupoBanusi BbiOOpku (1)
BBINTOJTHSUTH ¢ TioMoisio porpamMMbl BLASTP (Camacho et al. 2008) ¢ moporom
pacnosnaBanus E-value = 1€ cpeay aMMHOKHMCIOTHBIX IIOCIIENOBATENLHOCTEM
6a3bl qanHbix NCBI (cM. Martepuansl u metonbl). B BEIOOpKY, B JOMOJHEHUE K
pacno3HanHbIM ToMosoraM YUCCA, ObuTH Tarkke BKIIFOYCHBI OCIKA W3 CTaThU
Pu6ens u ap. (Riebel et al., 2013): ceMb aMHHOKHCIIOTHBIX ITOCIIEAOBATEILHOCTEMH
reroB ot fmo-a no fmo-g u3 6akrepun Rhodococcus jostii RHA 1 n amuHOKHCTOTHAS
mocJieIoBaTeIbHOCTh TeHa fmo-x Oakrepum Stenotrophomonas maltophilia. Otun
Oenky ObUIM HCIOJIB30BAHBI JIJIi YTOYHEHHUS (UIOTEHETUYECKUX OTHOIICHHM
romosioroB YUCCA u, B wactHoctu, noarpymnnsl FMO Il tuna, npennosxeHHOM
panee Pubens u ap. (Riebel et al., 2013).

Jlns mocnenoBaTeIbHOCTEH OCNKOB cylepceMeicTBa (haBUH-COACPIKAIINX
MOHOOKCUT€HA3 B KJiacca (BBIOOpKaA nocJe10BaTeIbHOCTEN
class B FMO proteins) ObIJI0 MOCTPOEHO (HUIOTEHETUYECKOE JEPEBO METOIOM
MaKCHUMAaJbHOTO MpaBaonoaoous ¢ nomortisio nporpamMmel 1Q-TREE (puc. 18). B
KauecTBEe BHEIIHEH Tpynmbl K OenkaMm cynepceMencTBa (hiIaBUH-COIEPKAIINX
MOHOOKcHreHa3 B kitacca Ob111 B3sThI Oeku G Kitacca U3 TOro e CynepceMeicTra
(bIaBUH-coepKAIIMX MOHOOKCUTEHA3.

Ha dunorenernueckoM aepeBe, pekoHcTpyupoBanHoM metonom [Q-TREE
(puc. 18), MBI BBIACIMIM TPH IMOJKIAacca OCJIKOB M3 cylepceMeicTBa (IaBHH-
coJieprKallluX MOHOOKcUreHnas B kiacca:

1) FMO (Bkmroyaer 5 rpynn OenkoB: YUCCA — roay6oii ¢on; YUC-

nonoousie FMO — TeMHo-3enenslii (oH; nraHodakrepuaababie FMO — cepriit (oH;
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FMO Il tuna — 61enHO-)eNThIi, po30BbIH U spko-kenTeiid GoH u FMO | tuma —
0JIeTHO-3€JICHBIN (POH);

2) NMO — opanxeBslii (oH;

3) BVMO - cupeneBblii (hoH.

Buemnsis rpynmna Ha gepeBe — OeJKu cyrepceMeicTBa (prraBUuH-COEpKaIIIX

MOHOOKcHTeHa3 G Kiracca — BbIACIJIICHA CHHUM IIBETOM (lJOHa.

YUC4 A.thaliana
YUC1 A.thaliana

- Ha3eMHble pacTeHuA 00 .
- XapoBble Bguopocnm < & ratana
- 3ef1eHble BOAOPOCTIH
- rpnObl

- MPOTHCTbI
- )KFl)/IBOTHbIe SRR e YUCCA
- BakTepmm i VOER Adpatiana

- apxeobaktepuu :

10

0
10
YUC11A.

.thaliana

'YUC10 A.thaliana

YUC-nono6Hele FMO
—186
o @g u,MaHo6aKTepM§1_'|be|e FMO
s — FMO tvina lla
\—E FMO-A R. jostii RHA1
EMO-F R. jostii RHA1
|| v Fe L FEOTRlD L FMO Il Tvna
b MO-G R. jostii RHA1 o
FMO-E R. jostii RHA1
* 65 -
= mo=——— NMO
ﬁ FMO-X S. maltophilia
100 L2 e FNO-C R Jost SHAL 0o RHA
L FMO-D Rjjostii RHA1
FMO Tnna llc
99
100 )
99
94 ¢
T - FMO I Tuna

1% BVMO
—, meses—————————————=lFMO G knacca

Pucynok 18. ®unorenus cynepcemeiicTBa (prraBuH-coIepKanx MOHOOKCHUTeHa3 B kiacca,
PEKOHCTPYHPOBAaHHAS METOJIOM MaKCUMAIILHOTO mpaBaonoaoous (mporpamma 1Q-TREE). Ha
JiepeBe MOANMCaHbl HEKOTOpBbIE OeNKH, BaXKHbIE JUI UACHTUPHUKAIMK KiacTepoB: FMO-A —
FMO-G u3 R. jostii RHAL; FMO-X S. maltophilia (B2FLR2); GAQ82387.1 K. nitens; 6enku
YUCCA: YUCCAL - YUCCAI11 A. thaliana (unentuduxarops rena u3 bJ] Plaza 2.5:
at4g32540, at4g13260, at1g04610, at5g11320, at5g43890, at5925620, at2g33230, at4g28720,
at1g04180, at1g48910, at1g21430). * - 0603HAYEHBI JUIMHHBIEC BETBH, PEAMICCTBYIOIINE
COOTBETCTBYIOIINM KilactepaM. [1Ikana paccTosHMIA TOKa3aHa BHU3Y PUCYHKA ClIEBA, BETMUUHBI
OyTcTpern MoAAep>KKU MOKa3aHbl PAJIOM C BHYTPEHHUMH Y3JIaMU JIepeBa
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[lepass rpymma 6enkoB moakmacca FMO - YUCCA xopomo ob6ocobieHa u
BKJIIOUYAET TOJIbKO Oenku pactenuid (puc. 18, rony6oii pon). Haubonee 6au3kumu K
YUCCA okazamucy Oenku rpymmel YUC-nogoOueix FMO, Bkirogaromiue
OakTepuanbHble Oenku TpEx TakcoHOB: IIporeoOakTepuun, Bacteroidetes wu
AxTtuHOoOakTepun (puc. 18, Temuo-3enensiii o). Uyts mampme or YUCCA Ha
JIEpeBE pacrojoXeHa TPEeThsl Tpylna OeIKoB, MNPEACTaBICHHAs TOJIBKO Y
[{nanobakrepuit - nuanodakTepuanbabie FMO (puc. 18, cepwiit don). YUeTBepTas
rpymma OenkoB, HazBaHHas PuGens u ap. (Riebel et al., 2013) FMO II tuna (puc.
18, OmemHO-KENThIA, PO3OBBIN, SPKO-KEATHIM (QOHBI) SBIAETCA Hauboee
reTeporeHHor. JTa Tpynmna BKIOYaeT OeNKu OakTepuii, pacTeHuil, rpudoB u
npocteimmx. ['pynma FMO |l tuna pacnagaercs Ha Tpu Xopoiro 060coOIeHHBIE
noarpysl, HazBanHbie HamMu FMO tumna lla (puc. 18, 6neano-xentoiit pon), FMO
tuna 10 (puc. 18, po3oserit pon) 1 FMO tuma lIc (puc. 18, spko-xentoiid Gon).
[TocnenoBarensHocTt FMO Tuna lla 1 FMO tuna lIC BcTpedaroTcsi TOJIBKO y
oaktepuii. Torma kak FMO tuna llb congepxwur, kpome OakTepHanibHBIX, CHIE U
Oenku pacTeHuit, rpuOoB u mpoctenmux (puc. 18, 19). Cneayromiast u mociaeaHss,
HanOonee yaanéunas or Y UCCA u3 6enkoB noakinacca FMO, rpymia 6enkoB FMO
| Tuma, Ha3zBaHWE KOTOPOM TakKe mpeniokeHo Pubens u mp. (puc. 18, OGmemno
3eN€HBIN (POH) — mpeacTaBiieHa OelkamMu OaKTEpHil, MPOCTEUIINX, PACTEHUH U

KUBOTHBIX, ubn Oeiku FMO, B ocHoBHOM, Xopomio ucciaenoBansl (Riebel et al.,

2013).
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ADT99826_Mlycolicibacterium gilvum Spyr1
9% AKN70135_Streptomyces sp. PBH53
WP_014817452 Mycolicibacterium chubuense
91 ALN75667_Aureimonas sp. AU20

WP_012725964_Beutenbergia cavernae

9 100 WP_051299470_Arthrobacter castelli F M O TM n a I I a

FMO-A Rhodococcus jostii RHA1 #

WP_029336766_Geodermatophilaceae bacterium URHB0048

WP_029210622_Arsenicicoccus bolidensis

WP_040432105_Actinoplanes globisporus

FMO-F Rhodococcus jostii RHA1 #

XP_018282870_Cutaneotrichosporon oleaginosum

WP_098061795_Longimonas halophila

WP_097653188_Candidatus Chloroploca asiatica

XP_014150191_Sphaeroforma arctica JP610

XP_002981096_ Selagineila moellendorffii
XP_002982568_Selaginella moellendorffii
67 [XP7002981 097_Selaginelia moellendorffii F M O TVI n a I I b
XP_002982571_Selaginella moellendorffii

WP_048346570_Synechococcus sp. WH 8020
GAQ82387 Kiebsormidium nitens

FMO-G Rhodococcus jostii RHA1 #
ﬁ—: XP_019027612_Saitoella complicata NRRL Y-17804
FMO-E Rhodococcus jostii RHA1 #

Pucynok 19. ®parmeHT GpuIIOreHeTHYeCKOro AepeBa OeIKoB cynepcemMeicTBa (raBuH-

100

cojJiepKax MoHooKcurenas B kiacca (puc. 18), Bkimtouaroiuii e rpyiis! 6eakos: FMO
tuna lla (Bernenenst 61eaH0-xenThiM poroM) 1 FMO tuna I1Ib (BbIeneHBI PO30BEIM (POHOM).
3nakoM # ormeueHs! nocieaosarenbuoct FMO-A, FMO-E, FMO-F, FMO-G R. jostii RHAL,
B3sThIC U3 paboTel Pubens u ap. (Riebel et al., 2013); OcranbHble 0003HaUeHHS KaK Ha puc. 18

Bropoii noaknace u3 cynepceMeicTBa (pyiaBUH-COIEPKalIMX MOHOOKCUT€HA3
B knacca — NMO (puc. 18, opanxeBblit (hoH) — npeicTaBiieH OenkaMu OakTepuid U
rpu0OB.

benku Tperhero moakmacca — BVMO (puc. 18, ¢uoneroBsiii don) —
MIPEICTABIICHBI Y TPUOOB, MPOCTEUIINX U OAKTEPUH.

Knacrep FMO Ttuma Ilb Bximrowaer ciemyromme IMOCIeI0BaTEIbHOCTH
pacCTUTENBHBIX  OPraHU3MOB:  YETHIpE  TOCIEIOBATEIBHOCTH  IJIayHa  S.
moellendorffii, a Taxke mnocnenoarenbHOCTh GAQ82387.1 XapoduroBoit
Bomopociu K. nitens NIES-2285, kotopas sBisercss OMmKalIidM TOMOJOTOM
YUCCA y »stoii Bomopocian mo manHbiM Wang et al. (Wang et al., 2014).
[TocnenoBarensHocTH OenkoB FMO-E, FMO-F, FMO-G R. jostii RHAL, B3sTbIe u3
pabotsl Riebel et al. (Riebel et al., 2013), Taxxe oTHOCSTCS K KitacTepy FMO Tuna
IIb (puc. 18 — nHa nepese, moctpoenHom mporpammon IQ-TREE; cm. Taxke
[Tpunoxenue: pucynku I12b u [12b — na npepeBbs RaxML u mrBayes,
coorBeTcTBeHHO). OnnHako apyrue 6enkun FMO R. jostii RHAL u S. maltophilia

nomajaioT B Apyrue kiaactepol: 6enmok FMO-A (R. jostii RHAL) — B kinactep FMO
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tuna lla u 6enkn FMO-B, FMO-C, FMO-D (R. jostii RHA1), FMO-X (S.
maltophilia) — B kimacrep FMO tumna llc.

[TosrydeHHbIe pe3ynbTaThl MO3BOJSIOT BELIETUTH Oenku kinactepa FMO tuma
I1b B ocoOyro rpymiy u3 6osee odmmpHoii rpymsl FMO |l Tumna, Tak kak:

a) 3TO0 000COOJIEHHBIN KJIACTEP C BHICOKMUM YPOBHEM OYTCTpPIM-TIOJACPKKU
(puc. 18);

0) atoT Kkiactep eauHcTBeHHBIN W3 FMO |l Tuna BkitodaeTr O€NKu pa3HBIX
napctB (puc. 18, 19);

B) ATOT KJIACTEP COAEPKUT nocienoaTenbHoctu pepmenroB FMO-E, FMO-
G, FMO-F R. jostii RHA1 o6nagaroriye yHHKaIbHBIM HA0OPOM KaTaIUTHYECKHX
coiicTB (Riebel et al., 2013; Riebel et al., 2014).

B Tabn. 3 onmucaHbl KaTaJIUTUYECKHE CBOMCTBA OCJIKOB CEMEHCTB (iaBUH-
conepkamux MoHookcurenas kinacca B. benku FMO Il tuna (FMO tumos 1la, llc,
I1b) R. jostii RHA1 FMO-(A-G) oTiu4aroTcst 0T 0€JIKOB OCTaIBHBIX CEMEHCTB, KaK
9T0 OBLIO OOHapykeHo Pubens u ap. (Riebel et al., 2013), Tem, uTo B KauecTBe
Ko(epMeHTa Ji CBOMX pEaKIMii OHU MOTYT B PaBHOHM CTEIICHHW HMCIOJB30BaTh U
HAI®H, u HAJIH (tabn. 3, tperuit cronduk). Torma kak Bce OCTaJbHbBIC
dbepmenThl  (QuIaBUH-COJEPKAIIMX MOHOOKCHreHa3 B kiacca B KadecTBe
kodepmenTa crnocoOHbl 3ddexkTrBHO Hcnonas3oBath HAJIOH, no ne HAJIH.
Tarxoke, ecu 6enku FMO-A (npunamanexut cemerictey FMO tuna lla — puc. 18,
19), FMO-B, FMO-C u FMO-D (npunamiexat cemerictsy FMO tuma llc — puc.
18) mposBISIOT KaTAIMTHYECKYI0 aKTHBHOCTH, CXOAHYIO ¢ Kiaccuueckumu FMO
(FMO I Ttuna) — oHM cmocoOHBI OKHUCIATH rerepoaroMbl (S wmm N), U He
s dexTUBHBI B peakiuu okuciaeHus baiiepa-Bummurepa. To 6enku FMO-E, FMO-
F, FMO-G (mpunamexar cemeiictsy FMO tuma I1b — puc. 18, 19) kaTanmusupyrot
U okucieHue rerepoatomMoB S/N u peakuuto okucieHus baitepa-Bunurepa,
JEMOHCTPUPYSI, TEM CaMbIM, aKTUBHOCTb CXOJIHYIO ¢ Oenkamu noakinacca BVMO |
tumna (tabJ1. 3, BTopoii CTOIOHK).

Takum oOpasom, Oenku FMO tuna Ilb sBasiorcs woBeiMu HAJIH

3aBUCUMBIMH MOHOOKcuTeHazamu baitep-Bumurepa (Riebel et al., 2013). Yro
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JIeNaeT UX HHTEPECHBIM O0BEKTOM JIJISI UCCIIEI0OBaHMS OMOKAaTaIn3a: OHU CIIOCOOHBI
OCYILIECTBIIATh T€ e peakuuu, 4to W Oenku BVMO | Tuma, HO, 3a Cuér
WCITOJIB30BaHUs OoJiee memeBoro B Beiaenennn, ueM HAJI®OH u, comepxasiierocs
B OoJjiee BBICOKOM KOHIIEHTpanuu B KieTkax kodepmenta HAJH, wux

UCTIOIb30BaHUE U TpUMEHEeHne B Omokataimse Oornee 3ddexruBno (Riebel et al.,

2013; Riebel et al., 2014).

Tadauna 3. ColicTBa rpynn O€JIKOB cynepceMeincTBa (pyraBuH-CoepKaluX MOHOOKCcUreHas B

KJacca
rpymma Peaxmus KODH3UM | y4acTue B | TAaKCOHBI
bI npoiieccax
YUCCA OKHUCJIUTEITHHOE HAI®H
HleKapGOKCHIHPOBAHI OMocHHTE3 Ha3eMHBIC
. ayKcuHa pacTeHus
YUC-niono6ubie B B 3 R
FMO P
[IUaHOOAKTEPHATILHBI — aHo0aKkTepu
e FMO B - u
FMO Ttumna lla okucierue S/N HAJZIH or
— OakTepuun
HAJI®OH
FMO tumna llc okucierue S/N HAJZIH or
- OakTepuu
HAJI®GH
FMO tumna Ilb OKHCIICHHE HAJIH or pacteHus,
baitep-Buurepa; HAJI®H - rpuoBHl,
okucienune S/N OakTepuu
FMO | tuna okucnenue S/N HAI®H pacTeHus,
JICTOKCUKAIMS | )KUBOTHBIE,
opraHusma npocTeime,
OaxkTepuu
NMO runpokcunupoBanne | HAJII®H | 6uocunres rpuoBHl,
N cunepodopo® | GakTepun
BVMO | Tuna OKHCIJICHUE HAJI®H | meTabomusm
baitep-Bunrepa; HETUITHYHBIX
okucnenue S/N VCTOYHUKOB
YIIIepOJa; rpuOHI,
CHHTE3 npocTeime
TOKCHHOB, OaxTepun
AHTUOMOTHKOB U
MIPOTHBOPAKOBHI
X COECIMHEHHUH.
*cunepodopsl — CeKpeTHpyeMble OakTepusiMH WIM TIpudaMu HHU3KOMOJEKYISPHbIE

BEIIECTBA, TPAHCIIOPTUPYIOIIKE B KIeTKY xkene3o (Olucha, Lamb, 2011).
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JIis  OLIEHKH YCTOMYMBOCTH TOMOJOTHUU (PUIOTEHETHYECKUX JIEPEBbEB
cymepceMeiicTBa  (IaBHH-COJIEp)KAIMX  MOHOOKcMreHa3 B kmacca  Mbl
nonoyiHuTEeNbHO K Tiporpamme IQ-TREE (puc. 18) ucmonb3oBaiM MmporpaMmbl
RAXML (ITpunosxenue: pucyHok [12A) u mrBayes (Ilpunoxenue: pucynok I125).

Ha puc. 20 moka3zaHbl KJ1a0rpaMMbl TPEX JePEBbEB OCITKOB CylepceMencTBa
¢daBuH-coepKAIIMX MOHOOKCHTeHa3 B kimacca, MOCTPOCHHBIX ¢ MOMOIIBIO TPEX
nporpamm: IQ-TREE (puc. 18), RaxML u mrBayes. Tononorus nepesa RAXxML
MPAKTHYECKH HE OTIIMYACTCSI OT TOTIOJIOTHH JIEpEBa, TOCTPOSHHOTO IIporpammoit 1Q-

TREE (puc. 20). HeGoubiioe pa3indne €CTh TOJBKO B MO3UIUAX KIIACTEPOB

class B FMO_proteins_IQ-TREE class_B_FMO_proteins_ RAXML class_B_FMO_proteins_mrBayes

— YUCCA — YUCCA * YUCCA
——YUC-nogo6H. FMO —*_1naHo6aktep. FMO unaHobaktep.FMO
* _ |imaHoGakTep. FMO YUC-noao6H. FMO * FMO Ttuna llb

FMO Tuna lla FMO Tuna lla YUC-nogo6H. FMO

* FMO Tuna llb FMO Tuna llb FMO tuna lla
* NMO NMO - FMO Tuna lic
FMO Tuna lic FMO Tuna lic —* —— NMO
e I L IR
BWMO BWMO BWMO
FMO knacc G FMO knacc G FMO knacc G

Pucynok 20. YipornieHHble K1aJorpaMMbl (PUIOT€HETHUECKUX AEPEBHEB OCIKOB
cymnepcemeiicTBa (1aBUH-COEPKALIMX MOHOOKCUTE€HA3 Kiacca B, mocTpoeHHbIe ¢ TOMOIIbIO
tpéx nporpamm: IQ-TREE (¢puorenernueckoe aepeso Ha puc. 18), RaxML
(punorenernueckoe nepeo B ITpunoxenun: pucyHok I12A) (oGe UCIONB3yIOT IS
PEKOHCTPYKIUH (PUIOTEHUH METOJI MaKCUMAaJIbHOI'O MpaBaonooous) u mrBayes
(punorenernveckoe nepeso B [Ipunoxennn: pucynok 1126) (ucrionp3yer 6aiiecOBCKHA METO).
3enéubiM 11BeToM TekcTa BoieneH kiaactep YUCCA, cunum - kinactep FMO Tuma 1b.

* - IJIMHHBIE BETBH, MPEIIICCTBYIONINE COOTBETCTBYIOIIMM KJIacTepaM (JUTHHY 3THUX BETBEH CM.
Ha (puoreHeTHIeCKuX JepeBbsx - puc. 18, B [Ipmnoxxenun: pucynku [12A u [12B). Kpachoii
JMHHUEH Ha cXeMe BblAeNIeHa TeTpadypKalus B cxeMe (pHIOreHeTUYECKOro 1epeBa,
PEKOHCTPYHPOBAHHOTO MeTOZI0M MrBayes

nuanoobakteprabbix FMO un YUC-nnogo6usix FMO: B nepese, noctpoeHHoM 1Q-
TREE, ommxaitimm k kiacrepy Y UCCA okazancs knactep Y UC-nogo0usix FMO,
ofa »3TM KJIacTepa [AMBEPrUPOBaIM OT OOIIEro mpeaka ¢ KJIacTepoM

nuanobakrepuanbbix FMO, HanpoTuB, Ha JepeBe, MOJYYEHHOM MpPHU MOMOIIU
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RaxML, 6mmxaitmenn k YUCCA okazancsa kiactep uuano6akrepuanbubix FMO,
00a AT KJ1acTepa JUBEPTUPOBAIIU OT 00111ero npeaka ¢ kinactepoM Y UC-mogo0HbIX
FMO (puc. 20). B cBow ouepean, Tomojorus naepeBa GhIaBUH-COICPKAIIIX
MOHOOKCUTEHa3 Kiacca B, pekoHCTpyupoBaHHOro mporpammoii mrBayes,
3HAYUTEIBHO OTiM4Yaerca oT TakoBoil minsa aepeBbeB IQ-TREE m RAXML. Ha
nepeBe mrBayes Hambomee Omuskumu kK YUCCA  okazanuch  KiacTepsl
nmanoo6akrepranbHbix FMO 1 FMO tuna I1b (puc. 20). Kpome atoro, gunorenus
mrBayes pa3zpemiaercsi TOJIbKO 4aCTUYHO: Ha JepeBe HaOII0JaeTCsl MPUKOPHEBas
TeTpadypkaius, B KOTOPYIO BOBICYCHBI BCE OCHOBHBIC KJIACTEPHI OCIKOB (hIaBUH-
CoZiepKalMX MOHOOKcUreHa3 B kimacca (Terpadypkais BbIIeJICHA KPacHOM

JVHHEH Ha KIagorpamme jaepesa mrBayes - puc. 20).

4.2.1.2 CpasnumenvHbulil aHaAIu3 YYHKUUOHATIbHBIX CAUMOE U 00MEHO8 De/IK08

(rasun-cooeprcanjux monookcuzenas B knacca

Mps1 nipoBeNId CpaBHUTENIbHBIN aHau3 OEJKOBBIX MOCIEI0BATEIBLHOCTENH 1O
TpéM MOTHBaM (yHKIIMOHANBHBIX caiToB (DAJI-csa3piBaromuii, FMO caiit u
HAJI®H-cBsa3biBatomuii) Bo Bcex 10-tu rpynmnax OelKoOB, BBIJICIEHHBIX HAMH Ha
(dunoreHeTnyeckoM JiepeBe (aBUH-COJEpKAIIMX MOHOOKcUreHaz B kiacca:
YUCCA, YUC-niogo6nsie FMO, muano6akrepuansasie FMO, FMO tuna lla, FMO
tuna Ilb, FMO Tuma llc, NMO, FMO | tuna, BVMO u ¢dunaBun-coaepkariue
MoHookcurenassl G kiacca (puc. 18). Ha pucynke 4 moka3aHO pacrosoKeHue
®OAJl-cBsa3biBatomiero, FMO u  HAJI®H-cBs3bIBawoliero  MOTMBOB B
MOCJIEIOBATENbHOCTH  (DJITABUH-COAEpIKAIIEl MOHOOKCUTE€Ha3bl M3 CEeMeilcTBa
YUCCA (aGcomoTHBIC TIO3WIIMA MOTHBOB TIPUBEACHBI HA PHUCYHKE IS
nocienosarenpbHocTn YUCCA2 (AT4G13260) A. thaliana (Schlaich, 2007). Ha
pucyHke 21 mokazaHbsl KOHCEHCYCHI 3TUX TpEX MOTHBOB B hopmaTe LOGO (Crooks

et al., 2004) s 10-TH BBIIIETIEPEYMCICHHBIX TPYII MOCIEI0BATEIBHOCTEH.
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KoHcepBaTuBHBIE MOTHBBI
CalTOB

DAJI-
CBA3BIBAIOIIUNA
MOTHB

FMO motus

HAJI®H-
CBA3BIBAIOIUN
MOTHB

Koncepsarusnsie caiitel B FMO
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2o (AGsh F Goafin)e | as8
Galrs( PG eHsasllp | GrGasa

(bnaBUH-coEepIKAIITIE
MOHOOKcHUTeHas3bl G kimacca

aly

o

Pucynok 21 — PacnipesienieHne v BbIpaBHUBAHHE KIFOUEBbIX ()YHKIIMOHAJIBHBIX CAlTOB y O€IKOB
¢aBUH-coieprKaIIuX MOHOOKcUTeHa3 B kinacca. B nanHoi Tabnuie, COOTBETCTBEHHO, B 2-4

CTOJIOLIaX MOKa3aHbl KOHCEHCYChI TPEX MOTUBOB OEJIKOB (PJIaBUH-COJIEPKALIIX MOHOOKCUTEHA3

B ximacca: FMO-ces3piBatomero, FMO u HA JTH-cBsi3biBaroriero caidtoB. [lozummm it Tpéx

TpeJIcTaBICHHBIX B Ta0ymie caiitoB (PA/-ces3piBaromero, FMO motuBa m HAJIOH-

CBSI3BIBAIONIETO) B mocienoBaTeibHOCTIX FMO mnoka3ansl, Ha mpuMepe Oenka AT4G13260 A.
thaliana YUCCAZ, cm. Ha puc. 4
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PaccmarpuBaembie TPYIIIBI OKa3aJINCh OJTHOPOTHBIMH 1o
MOCJIEIOBATEIBLHOCTSIM MIPE/ICTABIIEHHBIX B HUX MOTHUBOB 3a HckitouenueM NMO u
¢raBuH-coaepKamux MoHooKcureHa3 G kiacca (puc. 21).

Tak, y NMO B paiione pacnonoxenusst FMO caiita oOHapy>KuBaeTcs JIMIIb
OJIMH KOHCEpBaTUBHbIA TUCTHAMH (xxxxxxHxxxx) (puc. 21, Tpernii cronoder).
Torma kak y OenkoB ¢uaBuH-comepkammx MoHookcureHa3d G kiacca cait FMO
OTCYTCTBYET MOJHOCTBIO (puc. 21, Tpetnii cronbern). Kak BugHO M3 pucyHka 21
(cronberr 2), DAJI-CBA3BIBAIOMIMK MOTHB Yy TIOCIEIOBATEIBPHOCTEH BCEX
paccMarpuBaeMbix rpynn OenkoB, kpome FMO tuma llc u NMO, saBusercs
CXOJIHBIM U COJICPKUT TPU BhICOKOKOHCEpBaTUBHBIX uinHA (G). Y FMO tuna llc
TpETUW TJUIMH YacTo 3aMeHsieTcs Ha anaHuH (A), torma kak 'y NMO B
OOJBIIMHCTBE CIIy4aeB HAOIIOAAEeTCs 3aMeHa TPEThEero TMIMHa Ha acnaparud (N).

Hins FMO motuBa (puc. 21, ctonben 3) B MOCIEeIOBaTENbHOCTSIX TPYIII
YUCCA, YUC-nomo6usix FMO, mmano6akrepuanbapix FMO, FMO Tuma lla,
FMO tuna llc u FMO tuna | xapaktepen koHceHcyc FxGxxxHxxx(Y/F)(K/R) B
MPEANOCISAHEH MO3uIK KoToporo mpeodnamaet Tupo3ud (Y). Jns BVMO B atom
MOTHUBE MPEANOCACAHNI CUMBOJ NPEJCTABIEH KOHCEPBATUBHBIM TPUNTOGAHOM
(W).

s mocnenosarenbHoctelt FMO Tuma I1b xapakrepen xoncencyc FMO
caiita: FxGxxxHxxx(H/y/f)P. Ilpennocnenuuit cumBon storo motuBa y 70%
nocjeaoBaTeabHOCTEN npenactasieH ructuauaoM (H), onnako y octansHbix 30%
ero 3amenstoT THpo3uH (Y) wiu penmnananus (F). Torna kak y ocTalbHBIX TPy
nogkiacca FMO (FMO | tuma, FMO lla tuma, FMO tuma llc,
muaHobakrepuanbabie FMO, YUC-nogo6usix FMO, YUCCA) B 310l mo3unuu
HAXOJATCA Kak pa3 Toyibko TUpo3uH (Y) wm ¢penunananud (F). Torma kak ructunnx
(H) na »T0# mo3unmu Bo Becex octalbHbIX Tpynmnax FMO, momumo FMO Ttuna 11D,
BCTpEYaeTcs JUllb y JBYX MocienoBareiabHocTel — B kiactepe FMO [ tumna (puc.
21, cronben 3). B nmocneaneit nozutiun FMO MoTuBa y 6enkoB rpynnsl FMO tuna
I1b pacnionosxen nposint (P), HanpoTuB y octanbHbIX rpyin FMO Ha 3Tol no3unmn

Haxojsatcs au3uH (K) mu6o aprunus (R).
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UYro kacaercs motuBa HA JI®H-cBs3piBatomero caiita (puc. 21, cronbder 4),
to Ay pepmenToB YUCCA, FMO Ttuna lIc u pnaBun-coaepanimx MOHOOKCUTEHA3
G kyacca xapakTepHbl BCE€ TPU KOHCEPBATUBHBIX riuinHA (G) pacnookeHHbIe Ha
NEepBOM, TpeTbel M MATOW MO3MIMSAX B ATOM MOTHBE. XOTs, y OenkoB YUC-
noo6upx FMO, FMO tumna lla, FMO tuma Ilb, NMO u FMO | tuma tperunii
TJIMIAH 9aCTO 3aMEHSIETCS Ha ajdaHuH (A).

Hakonenr nnst rpynn umano6akrepuanbHbix FMO u BVMO xapakrepHo
HaJIM4Me BBICOKOKOHCEPBATUBHOTO AQJlaHWHA B TOCiemHed mos3umuu (puc. 21,
cronberr 4). B 6enkax FMO tuna |1b BMecTo BTOpOro koHcepBaTUBHOTO IIIMIMHA B
75% cnyuaeB BcTpewaeTcss N - acmaparuH: Torja Kak B JIPYTHX JICBSITH
MCCIICIOBaHHBIX Tpynmnax OeiakoB 3Ta amuHOKkuciora (N - acmaparvH) Ha 3TOU
MO3UIIMM HE BCTpeYaeTrcss HM oAHOro pa3a. AmuHokuciaotrsl HAJIDH-
cBs3bIBaroniero MotuBa B rpymnme FMO | Tuna aHagorndHbel TaKOBBIM B TPYIIITAxX
FMO tuma lla, FMO tuma llc, mmano6akrepuansasix FMO, YUC-nmono6us1x FMO,
YUCCA (puc. 21, cronber 4).

Takum oOpaszom, B koHceHcycax FMO u HA JI®OH-cBs3bIBaIOIEro MOTUBOB
OonpiHCTBa OenkoB kiactepa FMO Tuma IIb umeroTcs aMUHOKHCIIOTHI,
HexapaktepHbie s 6enkoB FMO Tuma Ila 1 FMO tuna llc (kak m ams Beex
octajbHBIX OekoB moakiacca FMO) (puc. 21).

OtMeTnM, uTo nocieaoBaTeabHocTh FMO MoTtuBa B 6enke GAQ82387.1 K.
nitens, otHocsmerocs k rpynne FMO tuna 11b, na npeanocienneii no3ummun nmeeT
amuHOKMCcHoTy H, KoTOpas Taxke HaOmrogaeTcst B 9ToM no3uiuu y oenka FMO-F
R. jostii RHA1L (puc. 22) (Riebel et al., 2013).

MBI TpoBEH CPaBHUTEIBHBIA aHATN3 KOHCEPBATUBHBIX JOMEHOB TPEX TPYIII
OENKOB:

1) FMO tuma l1b;

2) FMO-niogo6usie 6enku, Briarovaromme FMO | tuma, FMO Ttuna lla, FMO
tuna lIc, nnano6akrepuansasie FMO, YUC-nono6asie FMO u YUCCA

3) BVMO (puc. 22).
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benkun YUCCA, YUC-niono6usix FMO, nuano6akrepuansasix FMO, FMO
tuna lla, FMO Tuna llc u FMO | tuna 6p1mu 00beTMHEHBI HAMH B OJIHY OOIITYIO
rpymiy FMO-nogoOHbIX O€NKOB, Tak KaKk MEXAY IOCIEHOBATEIbHOCTAMH 3THX
Ipynn UMETCS JHIb HEOOJbIINE Pa3Indisl B UX KOHCEPBATUBHBIX calTax (CM.
puc. 21). ['pynnsl 6enkoB cynepcemeiicTBa (praBUH-COAEPKAIMX MOHOOKCUTE€HA3
G knacca u NMO B naHHOM CpaBHUTEIHHOM aHATU3€ HE PACCMATPUBAIOTCS, TaK KaK
COCTaB HX KOHCEPBAaTUBHBIX CAWTOB 3HAYMUTEIBHO OTJIMYAETCS OT OCTaJIbHBIX
paccMaTpuBaeMbIX TPYII OelIKOB (TJIaBHOE, YTO B 00CMX ATUX Tpymmax OeTKoB

orcytctByeT FMO caiit).
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KOHCEpBATHBHEIE  FAD-cBA3YHOLLMA EMO MNADH-CcBAZYHWHA
calThbl GxG:gxtG,’A] FuGootHood FY)(K/R)  GxGuu|G/A)
! 1 GAQB23B7.1K nitens 157y Tty i 586 587 i
| PRKOB2 7 Ime e GaGhsG FgGsghHssTHG  GIGtsG / !
i sneal 2, pramil&a (170-175) (310-321)  (336-341) :
: FMO-E R. jostii RHAL 171 5547 580 E
' GgGqsG FaGrtlHsseYD  GrGnsA : '
i (180-185) (333-344)  (346-351) FMO tuna lib l
i FMO-F £. jostii RHAL 191 549 607 '
| Thosl 2, promise®m GgGaes FraeqhHssrHP GIGdIA - |
! (180/185} (320-331) {384-389) / |
: FMO-G R jostii RHAL 180 530 595 H
i _J."GangG FeGtieHsswFV  GcCnsG g i
! /(189-194) (332-343) (355-360) !
i 7 378 388
| GsGpsG FeGpilHtssYK  GsGnsG A'_M-G 13260 (YUCZ) A thaliano (YUCCAs)
{3237 (175-185)  (200-205)

al; 389 398

GaGpsG FgGrilHsaiYR GmGnsG WP_050434623 1 C crocatus (YUC-like FMOs)

(11-18) (145-156)  (170-175)

1 348 427

G.'-._leS‘G FsGgilHssaYK GsGnsG WP_017742233.1 5 hofmannii

(11-16) (152-163)  (177-182) (cyanobacterial FMOs)

262

"6 375
FMO-nogobH. 6enku GaGts6 WrGalvHssqYR _ GSGnsA FMO-A R. jostii RHAL (Type lla FMOs)
{10-15) {144-155) (169-174)
1 263 369
/GaGtsG WrGalvHssqys GaGscG . FMO-DR. jostii RHAI (Type llc FMOs)
/111e) (158-160)  [183-188) g e
9’ -..443 530
GaGvsG FgGkvmHsmdYC  GeGgkA MP_173359.3 (FMOL) A thaliana (Type 1 FMOs)
e G Lot O soove el e s e e
i 25 484 556 |
i GaGfsG FsGklvHtaaWWD  GnGssG 0QD90612 1 P. antarcticum H
: BVMO /18237) {180-191) (205-210) _ i
i 11 470 573!
i GaGfsG FrGeqyHtalWP GrGatG WP_012947985.1 G. obscurus i
i. {25-30) (172-183)  (198-203) :

- nomeH CzcO, — - foMeH Snoal 2,
uaeHTUbMKaTop COG2072 (CDD database);

— - nomed PRK0B271,
uaeHTHduraTop pfam12680; waeHTudukatop PRK0S271;

PucyHnoxk 22 — CpaBHeHHE KOHCEPBATUBHBIX JJOMEHOB TpéX rpymi 6enkos: (1) FMO tuma I1b;
(2) FMO-niono6ubix 6ekoB (YUCCA, YUC-nono6usie FMO, nnano6akrepuansasie FMO,
FMO tuna lla, FMO tuna llc, FMO | tuna) u (3) BVMO. Coxkpaienus Ha pucyske: C.
crocatus — oaktepust Chondromyces crocatus; S. hofmannii — nuano6aktepus Scytonema
hofmannii; P. antarcticum — rpu6 Penicillium antarcticum; G. obscurus — 6akrepust
Geodermatophilus obscurus

Oase CDD s

FMO/BVMO

ITouck KOHCCPBATUBHBIX JOMCHOB B JaHHBIX

[MOCJIEN0OBATEILHOCTEN  OEJIKOB  MOJK/IACCOB (ato  Oenkw,
NpUHAAISKAIMEe K TpeM paccMatpuBaeMbiM rpymnam FMO tuma Ilb, FMO-
nonoOHeix OenkoB U1 BVMO) BbisiBUII OJMH KOHCepBaTHBHBIM gomeH CzcO
(accession COG2072), npuCYTCTBOBABIIUMA BO BCEX IMOCIEI0BATEIBHOCTIX. JTOT
JIOMEH HaXOIUTCS B IICHTPaJIbHOM dYacTH OCIKOB, 3aHHUMas OT 65 mo 98% wux

nocienosareiabHocTH (puc. 22). B cBoro ouepenp, nmporpamma hhsearch B 3Tom
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paiioHe mocienoBatenbHoCcTel uaeHTuuupyer nomen Pfam PF00743.19 (FMO-
no00HbIe Oenku, E-value <1e0),

U3 pucynka 22 BumHO, uto nocnenoBaTensHoctd FMO tuma |1b umeror N-
TEPMHUHAIBHBINA PaiioH ATUHON 0K0JI0 160 a.0., KOTOPBIF OTCYTCTBYET y OCTAIBHBIX
oenkoB FMO | tunma, FMO tuma lla, FMO tuma llc, YUC-nogo6usix FMO,
YUCCA, mmano6akrepuasibipix FMO wu BVMO. Opnaako »3TOT paiioH
IPUCYTCTBYET BO Beex mocienoBaTenbHocTsx FMO tuma I1D.

Amnanu3, npoBeaEHHEIN ¢ moMotibio mporpammsl CD-search (mopor E-value
no ymordanuio 0.01) B OTIENBHBIX MOCIIEIOBATEIBHOCTSIX, TO3BOJIMI OOHAPYKUTh
cX0JCTBO nanHoi obmactu (1-160 a.o.) y mocnenoBatenbHocTn GAQS82387.1 K.
nitens c¢ emé qyms gomeHamu: Snoal2 (Snoal-moo0HbIH TOMEH, HACHTH(PHKATOP
nomena — pfam12680, E-value = 1.70e™®) u ¢paxrop PHK-nomamepassl curma-70
(upenTudukarop nomena PRK08241, E-value = 9.67¢%) (puc. 22). Jlomen Snoal2
(pfam12680) Taxxe 6611 0OHapyxkeH (¢ E-value = 4.21e%%) B nocnenosarensHoCTH
FMO-F R. jostii RHAl (puc. 22). BbIfBICHHBIH B BBIINICHA3BAHHBIX
MIOCJICIOBATEIBHOCTIX JOMEeH Snoal2 xapakrepeH mns cymepcemeiicTBa OElIKOB
NTF2-like. NTF2-like cynepcemeiicTBO mpeacTaBisieT OO0 YHHBEPCAIbHYIO
rpynmny OenkoB, uMmeromumx oomui tun ykinaaku (Eberhardt et al., 2013). benku
NTF2-like MOXHO B IIMPOKOM CMBICIE pa3[eNuTh Ha JBe (YHKIMOHAIBHBIC
Kareropun:  (EPMEHTATUBHO  aKTHUBHbIE  (TOJMKETHA  IUMKiIaza  Snoal,
CIIUTAJIOHJIETHIpaTa3a 1 Jip.) U He obmamaromme GepMEHTAaTUBHON aKTHBHOCTHIO
(cBsi3pIBaromue nurana) Oenku. Huskoe cxoactBo mocnenoBarenbHocTet FMO
tuna |Ib ¢ u3BecTHBIMHM HOMEHAMH 3TOrO CEMENCTBA, OJHAKO, HE MO3BOJIIET C
YBEPEHHOCTBIO CYAUTh 00 BO3MOXXHOW (PYHKIMH COOTBETCTBYIOIIETO paiioHa
oenkoB (1-160 a.o. 6eaxoB FMO Ttuna I1b). ITouck mo CDD He BBISIBHII CXOICTBA C
KaKUMHU-TM00 M3BECTHBIMU JIOMEHAMH Ha 3TOM YYacTKe B TOCIEIOBATCIBHOCTSIX
FMO-E u FMO-G R. jostii RHAL. Ho npu HH3KOM YpOBHE CXOJCTBA C JOMCHAMHU
Snoal2 mocnenosarenbHocteli apyrux OenkoB FMO tuma 11D (cm. Ha puc. 22

nocienosareiabHocT GAQ82387.1 K. nitens u FMO-F R. jostit RHAL), oTcyrcTBre
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takoii romojyioruu y OenkoB FMO-E u FMO-G R. jostii RHALl He BbI3bIBacT
YAUBJICHUS.

AHanu3 OTACIBHBIX MOCICIOBATSIBHOCTEH ¢ TIOMOIIIbIO mporpammbl hhblits
(E-value o ymomuanuio 0.1) B 6a3e manusix Pfam man ananorudxbie pe3yiabTaThl.
Hna nocnenoBarenbHocTelt FMO-F u GAQS82387.1 Obuii uaeHTHU(DUITNPOBAHBI
cyonomensl cemelictBa Pfam PF13577.6, apyroe ero Ha3zBanue SnoalL 4 (E-values
0.19 1 0.00061 nns Ka)XXa0TO M3 3TUX JBYX OEJIKOB, COOTBETCTBEHHO). DTOT THII
noMeHa, kak W Snoal2, otHocutcs Kk cymepcemeiictBy NTF2-like. [lns
nocnenoBarenbHocteit FMO-E u FMO-G u3BecTHbIE IOMEHBI, TaK)XKe, KaK U MpH
noucke o CD, He ObUIN OOHAPYKEHBI.

Jlist BeisicHeHus pyHKIuu 3toro ¢pparmenta (1-160 a.0.) Mbl UCTIONB30BAIH
MOMCK M3BECTHBIX JOMEHOB Pfam mpu MHOXXeCTBEHHOM BBIPAaBHUBAHHUH YK€ BCEX
paccMmatpuBaembix OenkoB FMO tuma |Ib ¢ momomero nporpammer Hhsearch.
HauGosnpmee nokpeitue (mo3uuuu 35-112 a.0.) 6pU10 0OHAPYKEHO AJIsL IOMEHOB
PF02982.14 (Scytalone_dh; E-value = 0.00041) u PF02136.20 (NTF2; E-value =
0.00049). Bce st nomensl, kak Snoal2 u Snoall_4, oTHOCATCA K cynepceMencTBy
NTF2-mogo0GHbIX JOMEHOB.

Taxum obpaszom, mocinegosareapbHoctd FMO Ttuma 11b otimmyarorcs or FMO-
MOJ00OHBIX MOCJIEOBATENBHOCTEH HATMYMEM JOMOJIHUTEIBHOIO JOMEHa Ha uX N-

KOHIIE, KOTOPBIH, BeposAsTHO, puHaIe)KkUT NTF2-mogo6HOMYy cynepceMencTRy.

4.2.1.3 IIpeocmasnennocme nocnedosamensvnocmeit, 20monozuunsix FMO
muna 11b, ¢ ocnoenvix marxconax

UYtoOBl JIydIlle TOHATH PACIPOCTPAHCHHOCTh B OpraHM3Max W3 PasHBIX
takcoHOB OeiakoB FMO tmma Ilb, FMO-nogo6usix 6enxoB (YUCCA, YUC-
nogoOusie FMO, nuanob6akrepuansupie FMO, FMO tuma lla u FMO tuna llc,
FMO | tuna) 1 BVMO wmbl npoBeian MOUCK TOMOJIOTOB OEJIKOB BBIIIEYKAa3aHHBIX
TPEX TPYIIIT CPEN OCHOBHBIX TAKCOHOB MIPO- U DYKAPHOT.

B Ttabmuie 4 mnoka3zaHa MpenCTaBICHHOCTh OOHAPYEHHBIX TOMOJIOTOB

oenkoB FMO tuna llb, FMO-nono6ue1x 6e1koB 1 BVMO B OCHOBHBIX TaKCOHAX, C
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y4ETOM YPOBHS MX (TOMOJIOTOB) CXOJICTBA C BHIOPAaHHBIMH B KaU€CTBE TTOMCKOBBIX

3arpocoB OeskaMu (CM. MOAMHKCH K Ta0I. 4).

Tabauua 4 — IlpeacTaBneHHOCTh TOMOJIOTOB TpeX TpyMIl OEJIKOB B OCHOBHBIX TAaKCOHAaX B

3aBUCUMOCTH OT YPOBHs cxoAcTBa (1o 6a3e nanubix NCBI)

Kuotnsie | ['puOb1 Pactenust | bakrepuu Apxen

FMO tuma b *
0 — le-70** 0 419*** 4 1387 1
1e70 — 1™ 0 80 0 2 0
1e% — 1% 0 8 3 19 0
BCE TOMOJIOTH 0 | 507(285)**** 7(4) | 1408(1041) 1(1)
BVMO
0—1e" 8 918 1 3155 1
1e70 — 1™ 4 3475 2 1090 9
1e40 — 1% 4 1198 1 1605 1
BCE TOMOJIOTH 16(6) 5591(549) | 4(2) 5850(1656) | 11(9)
FMO-nono6ubIe
OeJIKH U3 pacTeHUIA
0—1e™ 0 0 512 0 0
1670 — 1™ 0 0 16 4 0
1e%0 — 1% 2486 417 302 2052 0
BCE TOMOJIOTH 2486(409) | 417(244) 831(106) | 2056(1306) 0
FMO-nono6ubIe
OeJIKu u3 OaKTepuun
0—1e" 0 0 0 329 0
1670 —1e* 2 0 612 537 0
1e40 — 1% 2917 1305 993 8660 0
BCE TOMOJIOTH 2919(187) 1305(433) 1605(114) | 9526(837) 0

Oo6o3nayenus: * FMO tuna I1b: romonoru 6enka WP_019017022.1 6akrepuun H. lutea; BVMO:
romoJioru 6enka WP_012947985.1 6akrepun G. obscurus; FMO-1io106HbIe OeNKy U3 pacTeHHIA:
romostoru 6enka XP_002312911.2 pacrenus P. trichocarpa; FMO-mono6ubie 6enku u3
OakTepuii: romonoru 6enka WP_054213635.1 6akrepuu A. bacterium OKO074. **HurepBaibt

ouenok cxoacrsa (E-value) mis PHI-BLAST romornoros; ctpoka «Bce romonorny

noApa3zyMeBacT KOJINMYECTBO ITOMOJIOTOB, PACIIO3HAHHBIX C E-value B HHTCPBAJIC OT 0 0 19_05.

***Uucno pacno3nannbix ¢ nmomoibio PHI-BLAST romosnoros. ****B ckoOkax npuBeneHo

YHXCJIO BUJOB, B KOTOPLIX paCliO3HaHbI TOMOJIOTH.

Ananmuszupys 0a3y nanusix NCBI, Mb1 00Hapy>xuiu, uto 6enku rpymnmnst FMO
tuna IIb, romonornunsie 6enxkam FMO-E, FMO-F, FMO-G R. jostii RHA1L, mmpoko
pacmpocTpaHeHbl B TaKWX TaKCOHAaX Kak Oaktepuu u rpudbl. Kpome Toro, onu

OOHapy)XMBAIOTCSI Yy OTAENbHBIX BuaoB apxeir (Natronomonas moolapensis,
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Halorubrum depositum), mpocreiimux (Sphaeroforma arctica JP610, Symbiodinium
microadriaticum, Fragilariopsis cylindrus CCMP1102 — roMoJioru mpoCcTeHIuX He
MpeACTaBICHbl B Ta0a. 4, MO HUM MPOBOJUJICS OTACJIBHBIM MOUCK) U 3E€JEHBIX
pactenuii (Klebsormidiophyceae: K. nitens; neuénounsie (MapiiaHiyeBbie) Mxu: M.
polymorpha; mmaynoBumneie: S. moellendorffii), HO oTcyTCTBYyIOT y Takmx
TaKCOHOB, Kak HacTosmue Mxu (bpuodurer), manopoTHUKKU ¥ CEMEHHBIE PACTEHUS
(tabm. 4, 5).

Kak ormedeno BbIme mo Tekcty, Oenku rpymn FMO tuma 11b, takke kak
oenku BVMO mmpoko pacnpocTpaHeHbl cpeau OakTepuii W TpuOOB, HO
NPaKTUYECKH OTCYTCTBYIOT Y apXeH, pacTeHui U kuBOTHBIX (0eiaku FMO tuna b
y JKUBOTHBIX BOOOIIIE OTCYTCTBYIOT). Toraa kak FMO-mogo6Hbie 6enku oka3annch
HIMPOKO PACIIPOCTPAHEHHBIMU BO BCEX UCCIIEIOBAHHBIX TAKCOHAX, 32 CKIIIOUEHUEM
apxeil. CTeneHb CXOJCTBA MEXAY IMOCIEAOBATEILHOCTAMU OaKTepuid U TpuOOB
3HAYMTENbHO BhIme BHyTpH rpynn FMO tuma IIb 1 BVMO, nmo cpaBHeHHIO €
takoBoi B rpynmne FMO-nogo0HbIX 6eIKoB. DTO XOPOIIO BUAHO MPU CPAaBHEHUU
pe3yNbTaTOB MOWCKOB TOMOJIOTOB OaKTEpHANBbHBIX IMOCIEAOBATEIBHOCTEH cpean
OenkoB rpuOOB B paccMaTpUBaeMbIX B Tabnuile rpynmnax 0enxoB. Tak, Hanpumep,
3HAUMUTEILHOE  KOJIMYECTBO  OJNIM3KMX  TOMOJIOTOB K  OakTepUaIbHBIM
MOCIIEZIOBATEIILHOCTSAM ~ CpeAM  TOCHeAOoBaTeIbHOCTE TrpuOOB B HAIIeM
UCClieIoBaHNK ObLII0 0OHAPYKEHO B MHTEepBajie 3HavyeHuit E-value ot 0 1o 1e-70 ms
rpymn O0enkoB FMO tuma b (419) uw BVMO (918), HO HHMKakuX OJU3KHX
rOMOJIOTOB O€JKOB OaKTepuil Cpelu MOCIeA0BaTeIbHOCTEH TpuOOB HE OBLIO

obuapyxeHo B rpynne FMO-nogo0HbIx OeKOB B MHTEpBaje 3HaueHuii E-value or

0 no 1e-40 (tabn. 4, cronber 4).
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4.2.1.4 Ananu3 evl60pKU cynepcemeicmea (paasuH-cooepicamux
MOHOOKcuzena3 Knacca B, exntouaroweii nocinedosamenpHocmu

MPAHCKPUNIMOMOE PACMEHUIL

Jlnia 6o7nee nmonHOM uaeHTU(UKALMY TIOCTIeI0BAaTEIbHOCTEN cynepceMencTBa
(bnaBHH-coz[epncame MOHOOKcureHas B kiacca B PACTHUTCIIBHBIX OPraHnu3Max, Mbl
pacuMpuian BbIOOPKY OenkoB (iaBUH-COACPKAIIMX MOHOOKCHTeHa3 B kmacca
(class. B FMO proteins) 3a  cuér  m00aBieHUS  TOMOJIOTHYHBIX WM
nocjeaoBaTeIbHOCTEH U3 TpaHckpunToMHBIX TpoekToB: 1KP [The 1000 plants
genomes. JloctymHoi  owniaiH:  https://sites.google.com/a/ualberta.ca/onekp/
(accessed on 24 July 2020) (Leebens-Mack et al., 2019) u Green Algal Tree of Life
[Green algal transcriptomes for phylogenetics and comparative genomics.
HocrymnHoi OHJIAMH:
https://figshare.com/articles/Green_algal _transcriptomes_for_phylogenetics_and c
omparative_genomics/1604778 (accessed on 24 July 2020) (Cooper, Delwiche,
2016) (Be10oopka class_ B_FMO_proteins_and_transcriptomic).

dunoreHeTHYECKOE ACPCBO (I)HaBHH-COIICp}KaHII/IX MOHOOKcurenas B kiacca
JUTSI 3TOM BBIOOPKH, MIOCTPOCHHOE ¢ TTomotibio mporpammbl [Q-TREE, mokazano Ha
pucyHke 23. DTO IepeBO COJAEP>KUT BCE OCHOBHBIE TPYMIIBI MOCIEI0BATEIEHOCTEH
(I)J'IaBI/IH-COIlep)KaHII/IX MOHOOKcHUreHas B KJIacCa, KOTOPbIC MbI BbIACIUJIN BBIIIC I10
TEKCTy Ha pucyHKe 18, Taxxe, Kak 1 6enku ¢IaBUH-COAEPKAIIMX MOHOOKCUTEHA3

G kJ1acca BBICTYNAIOIIME B KAYE€CTBE BHEIIHEW IPYTIIIBI.
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Pucynok 23. ®unorenus ¢raBuH-coIepKalliX MOHOOKCHTeHa3 B kitacca
(class_B_FMO_proteins_and_transcriptomic), Bkirouarorias, Kak mociae10BaTeIbHOCTH OCIKOB
U3 MTOJIHOTEHOMHBIX JIAHHBIX, TAK H MTOCIICJIOBATEILHOCTH U3 TPAHCKPUIITOMHBIX COOPOK,
PCKOHCTPYHPOBAaHHAS METOI0OM MaKCHMaJIbHOTO TpaBonoaoous (nmporpamma 1Q-TREE). B
KauecTBe BHEIIIHEH TPYMIIBI B3ATHI OeiKku G1aBHH-cOAEpKAIUX MOHOOKcUTeHa3 kinacca G. Ha
JiepeBe MOMUCaHbl HEKOTOPBIE OENIKH, BayKHBIE [Tl uaeHTH KAy kiactepos: FMO-A —
FMO-G u3 R. jostii RHAL; FMO-X u3 S. maltophilia (B2FLR2); GAQ82387.1 u3 K. nitens;
oenkn YUCCA: YUCCAL - YUCCAI11 A. thaliana (uaentudukaropsl TeHOB 13 6a3bl JaHHBIX
Plaza 2.5 myist 3TUX TeHOB YUCCA NMPHUBECHBI B TIOANUCH K PUCYHKY 18). * - 0003HaUeHBI
JUTMHHBIE BETBH, ITPEIIICCTBYIONINE COOTBETCTBYIOMNM KitacTepaM. [1Ikana paccrossauii
MMOKa3aHa BHU3Y PUCYHKA CJIEBA, BEJIMUYUHBI OyTCTPEIT IMOISPIKKH ITOKA3aHBI PSIJIOM C
BHYTPEHHUMHU y3JIaMH JiepeBa

Knacrep 6enkoB FMO tuna b mokasan 6onee noapo0OHo Ha puc. 24. B Hewm,
KpoMe OenkoB OakTepuil M TPUOOB, MPENCTABICHBI TakKe OETKU KpacHBIX
Bogopocier (Rhodophyta), 3enénbix Bomopocieit (Chlorophyta), XapoduToBbix
Bogopocierr (Charophyta: cemeiictBo Klebsormidiaceae), a Takke OCHOBHBIX
TAaKCOHOB  HA3eMHBIX pACTeHWH (HACTOALIME MXH, TII€YCHOYHBIC  MXH,
AHTOIICPOTOBHUIHBIC MXH, TUIAYHBI, TAMIOPOTHUKHU, XBOMHBIC U CEMCHHBIC PACTCHUSI:

KaK OJHOJOJIbHbIC, TaK W JIBYJOJbHBbIE). OTMETHM, YTO MPEIKH COBPEMEHHBIX
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HAa3eMHBIX pacTeHUd W Xapo(uToBBICE BOAOPOCIH, COJEPIKAIIUE CEMEUCTBO
Klebsormidiaceae, TecHo cBs3aHbI Mexay coOoii B sBomonuu (Yue et al., 2014;

Wang et al., 2014).

FMO-F Rhodococcus jostii RHA1 #
F' 018282870_ Cutaneotrichosporon oleaginosum
098061795_Longimonas halophila
WP 097653188 Candidatus Chioroploca asiatica
fern DJSE-2012690 Ophioglossum vuigatum ##
fern QHVS-2008175 Ophro%lossum vuigatum ##
liverwort ILBQ-2046658 Conocephaium conicum ##
liverwort LFVP-2084969 Marchantia paleacea ##
fern WQML-2003640 Cryptogramma acrostichoides ##
fern BMJR-2002471 Adiantum raddianum ##
XP_002982571 Se/aginelfa moellendorffii
XP~002981097 Selaginella moellendorffii
XP_002981096 Selaginella moetiendorffii T M I-I a
XP~002982568 Selaginelia moellendorffii
licopsida ZYCD-2005416 Selaginelia acanthonota ##
licopsida JKAA-2181954 Selagineiia waltacei ##
chlorophyta comp19385 co seq1 Mesostigma viride ###
chlorophyta comp7462 co seq2 Leotospira ###
chlorophyta comp9186 co seq1 Leotospira ###

chlorophyta comp4390 co seq2 Leotospira ###
hornwort TCBC-2003162 Nothoceros vincentianus ##

WP_048346570 Synechococcus sp. WH 8020

red algae YSBD 2038519 Heterosiphonia puichra ##

? e XAXW 2024024 Neos/phoma js;é)omca #H

EHF 2003087 Dumontia simplex #

red alga
red algae

is jostii RHA1 #

moss GOWD 2018722 Sphagnum_lescurii ##

moss RCBT Sphagnum paiustre ##

conifer NPRL-2126905 Cathaya_agryrophyfta ##
-G R Jostii RHA1 #

XP_019027612 Saitoella complicata NRRL Y-17804

dicot KRJP-2098078 Peumus_boldus ##

monocot OCWZ-2053453 Dioscorea_villosa ##

dicot QAIR 2006237 Opuntia sp ##

chlorophyta comp50790 co seq1 Prasiolopsis ###

Pucynoxk 24. ®parmMeHT QUIOTEHETHUECKOTO JIepeBa
class B FMO proteins_and _transcriptomic (mosiHopa3MepHble OeJIKU + TpaHCIUpyeMble
TPaHCKPUIITOMHBIE TIOCIIEIOBATEIILHOCTH) pHUC. 23, BKIIOYAIOIINH ToIbKO Kiactep FMO Tuma
[Ib. OGo3Ha4YeHNs aHAIOTHYHBI TAKOBBIM Ha puc. 23. Tpu nocienoBaTenbHOCTH OEIKOB,
OTMEUYCHHBIC 3HAYKOM #, B3sThI U3 UccienoBanus Pudens u np. (Riebel et al., 2013); ## —
nocienoBarenbHocTH, B3saThie u3 b1 1000 plant genomes (Matasci et al., 2014) u ### — u3 B/]
The Green Algal Tree of Life project (Cooper, Delwiche, 2016)

UtoObl OLICHUTh HAACKHOCTh (UIOTCHUH [Ji pPacCIIMpeHHOTo Habopa
nocieaoBareabHOCTeN  (praBUH-COAEpKAMX MOHOOKcureHa3 B kmacca, Mbl
JOTIOJTHUTENBHO OLICHWIN (PUIOTEHETHYECKUE JIEPEBbS, PEKOHCTPYHMPOBAHHbBIC
nporpammamu RaxML (Ilpunoxenue: pucynok 113A) u mrBayes (ITpunoxenue:
pucyHok [135). CTout oTMETHTb, 4TO HAOOP KJIacTEPOB OCIKOB U MPUHAICKHOCTh
NOCJIEIOBATEIbHOCTE K  KJacTepaM Ha  (PUIOI€HETUYECKUX  JIEPEBbsX,
nocTpoeHHbIX Mo BbIOOpke class B FMO proteins and_transcriptomic (puc.23;
[Mpunoxenue: pucynku I[I13A, TI2B), He WuU3MEHWIHNCh TIO0 CPaBHEHUIO C
buoreHeTUYeCKUM  JIepeBoM  uUcxoaHoM  BeIOOpKkHM class B FMO proteins,
BKJIFOYABLICH TOJIbKO OeiKkoBbIe mocienoBaTenbHocTH (puc. 18; [punoxenue:
pucynku I12A, T12B). CpaBuenue 3tux nepeBbeB ([Ipunoxenue: pucynku [13A
(RAXML), 136 (mrBayes)) u aepeBa MOCTPOSHHOTO C MOMOIILIO MPOrpaMMbl 1Q-

TREE (puc. 23) nokasajo, 4To TOIOJOTHUU JEPEBHEB, TOCTPOCHHBIE 10 CMEIIAHHON
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BbIOOpKE (Oenku + TpaHcaupoBaHHBIE TpaHCKpulTel) nporpammamu |Q-TREE u

RaxML (ux kaamorpamMmbl IOKa3aHbl Ha puc. 25), HE OTIMYAIOTCS APYT OT APYTra.

class_B_FMO_prot&transcr_IQ-TREE class_B_FMO_prot&transcr_ RAXML class_B_FMO_prot&transcr_mrBayes

— YUCCA YUCCA ——YUCCA

L* pmaHoGakrepuan. FMOs *_ unaHoBakTtep. FMO —* YUC-nogo6H. FMO
YUC-nogo6H. FMO YUC-nopo6H. FMO umaHobaktep. FMO
FMO Tuna lla FMO tuna lla FMO Ttuna lla

* FMO Tuna llb FMO tuna llb ——FMO tuna llb

NMO * NMO ~  NMO
FMO Tuna llc FMO Ttuna llc FMO tuna llc
FMO | Tuna FMO | Tuna FMO | Tnna
BWMO BWMO BWMO
FMO knacc G FMO knacc G FMO knacc G

PucyHnok 25. YnpoieHHbIe KJIaA0rpaMMbl (PUITOTeHETHYECKHUX JIePEBHEB
class B FMO proteins_and _transcriptomic, OCTpOeHHbIE C TOMOIIBIO TPEX porpamm: 1Q-
TREE (¢punorenernyeckoe nepeBo Ha puc. 23), RAXML (dunorenernueckoe 1epeBo B
[Mpunoxxennn: pucyHok [13A) (00e HCITONB3YIOT TSl PEKOHCTPYKIIUU (DUIIOTCHUHA METO,T
MaKCHMaJIbHOTO IpaBomnoaoous) u mrBayes (¢punorenernueckoe nepeso B [Ipunoxenuu:
pucyHok [13B) (ucronb3yer GaiiecoBCKMiT MeTOT). 3eTIEHBIM IBETOM TEKCTa BBIJIEJICH KIacTep
YUCCA, cunum - kinacrep FMO Tumna 11b. * - 0603HaueHb! [JUIMHHBIC BETBH, MPE/IIICCTBYIOIINE
COOTBETCTBYIOIIUM KJIacTepaM (JJTUHY STUX BETBEU CM. Ha (DUIIOTEHETHYECKHUX JAEPEBbAX - PHC.
23, u B [Ipunoxenun: pucynku [13A u [13b). KpacHoii nunuelt BoiieneHa Tpudypkanus B
KJIaZilorpaMMe, peKOHCTPYHPOBAHHOM ¢ rmomolsio mrBayes

JepeBo, onileHeHHOEe mrBayes, Ha caMOM Jej1e UMEET TOJIBKO OJHO PA3JINYHNe
B MOJIOKEHUH KJIaa 1o oTHoueHuto K aepeBbsiM [Q-TREE u RaxML, a umenHo,
kiactepsl nuanobakrepuanibHbix FMO u YUC-nomobusix FMO wMeHsitoT cBoe
nonoxkenue: B nepeBbsix [Q-TREE u RaxML knactep nuano6akrepuansubix FMO
Haubonee 6mu3zok k YUCCA, a xnactep YUC-nmogo6usix FMO muBeprupyer ot
oO1I1ero npeaka ¢ AByMs 9TUMH KJ1aJaMu, TOTa Kak B iepeBe mrBayes 6enku YUC-
nofaoOHbeix FMO cranoBstrcs HauOonee Ommskumu k YUCCA, a yxe Kiactep
nuanobakrepuanbibix FMO puBeprupyer ot oOmiero npeaka ¢ 000MMHU STUMU
knagamu. [lepeBo, moctpoeHHoe mrBayes mo cmemaHHoi BbeIOOpKe (Oemku +
TPaHCIMPOBAHHBIE TPAHCKPUNTHI) (pUC. 23) TakkKe MMEET HEepa3pelICHHBIE Y3JIbl,
KaK u epeBo mrBayes, moctpoeHHOE TONIBKO 10 Oenkam (puc. 18), mockoiapKy 006a
nepeBa cojepikar OazanbHyio Tpudypkaruio mexay /NMO/, / FMO tumna Ilb u

FMO tuna lla / u /YUCCA/ — ona 0003HaueHa KpacHO# JIMHUEH Ha KJIagorpaMmme
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mrBayes (cpaBHute kimamorpamMmbl Ha puc. 20 — aepeBbs, MOCTPOSHHBIE TIO
OEJIKOBBIM BBHIOOPKAM U Ha pUC. 25 — JEpEBbs, MOCTPOCHHBIE MO CMEIIAHHBIM
BBEIOOpPKaM OEJTKOB U TPAHCKPHIITOB).

Ha ocHoBanuu npoBenéHHOTO aHanu3a GuiaoreHun O0eIKoB cynepceMencTBa
¢raBUH-coiepKaIUX MOHOOKcHTeHas B kiacca (puc. 18, 23) BIsIBIICHHAS TpyIia
oenxoB FMO Tuma Ilb xopomo otmensiercs oT Apyrux rpymnm OEIKOB 3TOTO
cynepceMencTBa (B TOM 4Mciie M OT Apyrux nocnenoBareiabHocteit FMO |l tuna:
FMO tuma lla u FMO Tuma 1IC). DTO HameXHO TOATBEPKIACTCS TPEMs
pa3muuHbIMH TIporpamMmaMu pekoHcTpykimu (unorenun (IQ-TREE, RAXML wu
mrBayes) ans aByX HaOOpoB mocliefoBaTeNIbHOCTEH — (DIIaBUH-COACPIKAITUX
MoHooKcureHas B knacca: (1) Tonbko 6enku (puc. 18, [lpunoxxenue: pucynku [12A
u [12b) u (2) cMemanHas BbIOOpKAa OEJIKOB M TPAHCIMPOBAHHBIX TPAHCKPUIITOB
(puc. 23, Ipunoxxenue: pucynku [13A u [13B).

Taxke BaKHO OTMETUTH, uTO HamoOoiyiee Onm3kumu k Oeiakam YUCCA B
OO0JIBIINHCTBE (PHIIOTEHETHUYECKHX IePeBheB Okazanuch He 0enkun FMO tuma 1b, Ho
oenku YUC-nnomo6usix FMO, ipencraBnennsie y 6aktepuii (B-mporeodakTepu, o-
npoteobakTepun U Bacteroides) u nuanodakrepuanbubie FMO, mipeacraBieHHbIC
COOTBETCTBEHHO IMAHOOAKTepUsAMH (CM. KJIajorpamMMbl  (UIOTEHETUYECKUX
nepeBbeB Ha puc. 20 m 25). 3a uckiIrOYeHUEM (QHIOTEHETUYESCKOTO JepeBa,
MMOCTPOCHHOTO TMporpamMMoii MrBayes, mo BBIOOpKE BKIIOYAIOIIEH TOJBKO
TocJIeI0BaTeIbHOCTH OeNkoB (cM. Kiaagorpammy class B FMO_proteins_mrBayes
Ha puc. 20), roe Oeaxku FMO tuma IlIb m nmanobOakrepuansueix FMO,

COOTBETCTBEHHO, HanOosee 6sm3ku K kiaactepy Y UCCA.

4.2.1.5 Ilpeocmasnennocme nocnedoosamensvnocmeit, 20monozuunsix FMO

muna |1b, ¢ maxconax mpancKkpunmomHuvlx RPOEKnoe pacmeHuil

B Tabmuiie 5 mpencraBiieHbl pe3ysbraThl WACHTH(HKAIMK ToMoyioros K.
nitens GAQ82387.1 u A. thaliana YUCCA2 AT4G13260 mporpammoii blastP B

nByx ©Oaszax maHHbIX: 0Oasze 1000 plant genomes (1KP) — coaepxarieit
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TpaHCIIMPYEMbIe TPAHCKPUITOMHBIC IOCIEA0BaTeIbHOCTH pacteHuit (Leebens-

Mack et al., 2019) u 6a3ze NCBI — comepaxkariieii 0eIKOBbIE [TOCIICI0BATEILHOCTH.

Ta6uma 5 — ITouck romosoros aAByx nocienoparenbaocteir — K. nitens GAQ82387.1 (rpymma
FMO tuma Ilb) u A. thaliana YUCCA2 AT4G13260 (rpynma YUCCA) — B 1Byx 0a3ax JaHHBIX:

1000 plant genomes u NCBI

Taxonomy l'omonoru T'omomnoru l'omomnoru T'omomnoru
GAQS82387.1 B GAQ82387.1 B YUCCA BGaze | YUCCA B
6aze 1000 plant 6a3ze NCBI 1000 plant 6aze NCBI
genomes (1KP) genomes (1KP)

Eudicots (596) 4(3) - 434(333) 1680(114)
Monocots (104) 1(2) - 47(35) 444(26)
Conifers (73) 1(2) - 4(4) -
Cycadales (4) - - 2(2) -
& | Leptosporangiate 90(33) - 25(19) -
© § Monilophy_tes(65)
S | > | Eusporangiate 1(2) - - -

- ;Z £ | Monilophytes (12)

> £ W | Lycophytes (22) 5(4) 6(1) - 10(1)

g2 Hornworts (9) 9(5) - 3(3) -

g ” Liverworts (28) 17(9) 2(1) 10(10) 6(2)

n Bryophyta (41) 1(1) - 24(18) 6(1)
Zygnemophyceae (5) - - - -
Coleochaetophyceae (3) | - - - -
Charophyceae (1) - - - -

Mesostigmatophyceae (1) - - - -
Chlorokybophyceae (1) - - - -
Kebsormidiophyceae (2) 2(2) 1(1) - -

[+

z

g | Green algae* (152) 5(4) 1(1) - -

S

=

O

[+

2z

2 | Red algae (28) 3(3) - - -

8

=

o4

O6o3nauenus: B cronbie 1 — npuBeeHsl Ha3BaHUS TAKCOHOB cortacHo kinaccupukarm NCBI
(B cxoOkax — unciio BuoB Kakaoro Takcona B bJ] 1000 plant genomes, a st takcona Green
algae taxke u uncio BunoB B BJ] The Green Algal Tree of Life project — o6o3naueno *). B
cTONOIax 2-5 — YKCI0 TOMOJIOTUYHBIX TIOCIEI0BATEILHOCTEH (B CKOOKaX — YMCIIO BUJIOB, Y

KOTOPBIX 06Hapy>KeHBI T'OMOJIOT! I/I)

Cornacno anamm3y 6a3bl JaHabix 1000 pacturensubix reHoMoB — 1KP (Ta6m.

5) — kommuectBo romosioroB YUCCA (B KkauecTBe ITOMCKOBOIO 3ampoca



114

UCII0JIb30Baach nmocnenosareabnocth AT4G13260.1 A. thaliana) okazamocs 6oiee
TPEXCOT Cpeau IBYNOJNBHBIX W Oonee 40 cpeaw OMHOAOIBHBIX PACTECHHH 10
CPaBHEHHIO C JINIIH OTeTbHBIMU ToMosioramu GAQ82387.1 (cemeiictBo FMO trma
I1b) B 3THX ABYX TaKCOHAX C y4E€TOM TOT'O, YTO KOJMYECTBO BHJIOB JBY/IOJBHBIX B
0a3e 1KP noutu 600 u ognononsHbix 601ee 100.

BTtopoii wWHTEpecHBI pe3ysbTaT 3aKIYaeTcss B TOM, 4YTO TOMOJOTH
GAQ82387.1 wu3 K. nitens oOHapyKeHbI B OTACIBHBIX TPAHCKPUIITOMAX
BOJIOPOCJCH, a HMMEHHO B YEThIpeX TPAHCKPUNTOMAX HHU3IIUX BOJOpOCIEH
(Chlorophyta), xpacueix Bomopocneit (Rhodophyta) u Bogopocneit Streptophyta
(ronmeko B cemeiictBe Klebsormidiophyceae). Onnako y Bojopocielr He ObuI
oOHapyxeHo kKakux-mu00o romosoroB YUCCA kak B 6azax ganHbix 1KP, Tak u B
NCBI.

OTHOCUTENBHO BhICOKOE cojeprkanue romojoroe AT4G13260 (YUCCA) u
GAQ82387.1 (FMO tuma Ilb) nHaGmromaeTcss B OJHOM H3 JIBYX TaKCOHOB
narnopoTHUkoB Leptosporagiate monilophytes (ta6:a. 5): romomorn AT4G13260
IPUCYTCTBYIOT, COOTBETCTBEHHO, Y 19 BumoB u romonoru GAQ82387.1 y 33 BumoB
3TOr0 TaKCOHA U3 65 BUIOB, MpecTaBiIeHHbIX B 0a3ze manubix 1000 plant genomes.

Bonbioe Komu4ecTBO roMOJIOTOB 000MX T'€HOB y MAMIOPOTHUKOB M HU3IIUX
HA3eMHBIX PACTCHHM BBI3BIBAET BOMPOC O TOM, MPUCYTCTBYIOT JIM TOMOJIOTH 3THX
JIBYX T€HOB OJTHOBPEMEHHO B T€HOME OJTHOTO M TOTO ke BUAa. Mbl H3y4YWSIA 3TOT
BOTIPOC ¥ TIOKA3aJIM pe3yJIbTaThl B Tabmwuie 6. B 9Toif Tabnuiie nepedrcieHbl BUIbI

(cTonberr 1), y KOTOPBIX ObUIM WACHTU(UIIUPOBAHBI TOMOJIOTH 000MX OEIKOB, KaK

GAQ82387.1 (FMO tumna I1b), rak u AT4G13260 (YUCCA).
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Tabauna 6. Bunsl pactenuil, Ui KOTopbeIX oOHapyxkeHbl kak romonoru K. nitens GAQ82387.1,
tak u A. thaliana YUCCA2 AT4G13260 (B 6a3e 1000 pacturensubix (1KP) rermomos). B
cTonbmax 3 u 4 — 4nciao oOHAPYKEHHBIX TOMOJIOTOB OSJIKOB JIJISl KAXKIOTO BUAA

Wnentnduxarops! Buaa B 6aze 1000

PacTHTEIbHBIX TCHOMOB TaKCOH GAQ82387.1 | YUCCA
Core

TVSH 201823 Bituminaria_bituminosa Eudicots/boboBo1BeTHEIE 1 2
Core

WWQZ 211706 Medinilla_magnifica Eudicots/MupTOIBETHEIE 1 1

OCWZ 200432 Dioscorea villosa Monocots/ JInockopeiinbie 1
Leptosporangiate

AFPO 201018 Blechnum_spicant Monilophytes 4 1
Leptosporangiate

BMJR_200209_Adiantum_tenerum Monilophytes 2 2
Leptosporangiate

DCDT 207190 Cheilanthes_arizonica Monilophytes 3 1
Leptosporangiate

FLTD_200266 Pteris_ensigormis Monilophytes 1 2
Leptosporangiate

GANB 201380 Cyathea spinulosa Monilophytes 4 1
Leptosporangiate

KIIX 201108 Pilularia_globulifera Monilophytes 2 1
Leptosporangiate

KJZG 200972 Asplenium_platyneuron Monilophytes 5 1
Leptosporangiate

NDUV 201591 Vittaria_appalachiana Monilophytes 1 2
Leptosporangiate

NOKI 201577 Lindsaea linearis Monilophytes 5 1
Leptosporangiate

PNZO 215202 Culcita_macrocarpa Monilophytes 1 1
Leptosporangiate

RICC 200988 Cystopteris_reevesiana Monilophytes 3 1
Leptosporangiate

UFJN_208949 Diplazium wichurae Monilophytes 3 1
Leptosporangiate

UOMY _200602_Osmunda_sp. Monilophytes 1 1

WQML_200900_Cryptogramma_ Leptosporangiate

acrostichoides Monilophytes 1 2
Leptosporangiate

YLJA 207326 Polypodium_amorphum Monilophytes 2 1

RXRQ 201835 Phaeoceros_carolinianus | Hornworts 3 1

TCBC_200001_Megaceros_vincentianus Hornworts 1 1

HMHL 201008 Marchantia_paleacea Liverworts 2 1

ILBQ 200700 _Conocephalum_conicum Liverworts 2 1

TXVB 207470 Lunularia cruciata Liverworts 3 1

RCBT _Sphagnum palustre moss 1 1

Kak BuaHo m3 Tabauimsl 6 romomorn AT4G13260 (YUCCA) u GAQ82387.1

(o 6a3e nanuHbix 1KP) o1HOBpEeMEHHO MPeACTaBICHbl Y TPEX BUIOB MEUYCHOYHBIX
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MXOB, JIBYX BUJOB aHTEPOIEPOTOBHIX MXOB, OJHOTO BHJa HACTOSIIMX MXOB, 13
BUJIOB JICTITOCTIOPAHTHUEBBIX MANlOPOTHUKOB, OJHOTO BHJA OJHOJOJIBHBIX U JBYX
BUJIOB JBYJOJBHBIX. OJTO COTJacyeTcsi C pe3yJbTaTaMd aHajiu3a TeHOMa
neueHounoro mxa M. polymorpha (Bowman et al., 2017), cBuaeTeIbCTBYIONIUMU O
CYIIECTBOBaHMH B 3TOM TeHoMme romosiioroB m FMO Ttmma Ilb u YUCCA.
[TomydeHHbie pe3yabTaThl HABOJSAT Ha MBICIb, YTO 3TH JIBa CEMEICTBa OEIKOB B
COOTBETCTBYIOIINX PACTCHHSIX BHITIOTHSIIOT pa3IuIHbIC (QYHKITHH.

Kpowme Toro, 6enkun YUC-nonobusix FMO, npencrasiennsie B 6aktepusix (-
npoteob0akTepuu, O-nporeodakTepun U Bacteroides) n nmano6akrepuansusie FMO,
NpEe/ICTaBJICHHBIC COOTBETCTBCHHO ITMaHOOaKTepusiMH, HO He Oenku FMO Ttuna I1b
okazamuck HaubOosiee Oam3kuMu K YUCCA B MOCTPOCHHOM (PHIIOT€HETHYECKOM
nepeBe (CM. KJIaaorpaMMbl (DUITOreHETHUECKUX JepeBbeB Ha puc. 20 u 25).

Hammm nccnenoBanus 1ai0T 3HAYUTENFHOE KOJMUECTBO apTYMEHTOB B MOJIB3Y
runore3bl F03 m ap. (Yue et al., 2014) o npoucxoxnennu ITBA(TAA/YUCCA)
OuocuHTe3a aykcuHa B pesynbrate [TI(0B) mpeakoBBIX TEHOB (EpMEHTOB
IMTBA(TAA/YUCCA): taa m yucca oT HepacTUTeNbHBIX TakcoHOB kK HITOII
Ha3€MHBbIX pAacTeHUW, W, B OCHOBHOM, OHM HE COIJIACYIOTCSI C THIIOTE30i O
NOSIBJICHUH 3THX OEJIKOB yke y XapodutoBsix Bogopociei (Wang et al., 2014).

HenaBHuE TpPOEKTHI MO CEKBEHHPOBAHWIO TEHOMOB XapodutoB Penium
Margaritaceum (Zygnematales) (Jiao et al., 2019) u Chara braunii (Jiao et al., 2019;
Nishiyama et al., 2018), Nitella (Ke et al., 2015) mognepsxuBarot runote3y KO3 u ap.
(Yueal., 2014) o mpoucxoxaeanu TAA u YUCCA y HazeMHBIX pacTenuii: Hu TAA,

HU YUCCA romMosoru B 3TUX reHOMax He UCHTU(DUIIMPOBAHBI.

4.3 Oocyrncoenue

CormacHo pe3yibTaTaM HalIero WCCIENOBAHUS, Mbl MPEANOJIOKHIIN
TOPU3OHTAJIBHBIA TepeHoC TpenkoBbix reHoB s 6enkoB TAA u YUCCA wu3
Ir€HOMOB HEpPACTUTEIbHBIX OpraHu3MoB (ckopee Bcero Oaktepuii) k HIIOII

HazeMHbIX pactenuid. ['TI[" y MHOTOKIIETOUHBIX 2YKapUOT 4acTo 00CyXKIaaeTcs, HO
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BCce OOJbIIE JAHHBIX YKa3blBAIOT HAa €ro HIMPOKOE BIMSHHE HA SBOJIOLUI0 U
ajmarnraiuio HazeMHbIxX pactenuii (Copley, Dhillon, 2002; Yue et al., 2012; Li et al.,
2012; Yang et al., 2013). Tak, mns mupumepa, reH Ilr2, perymmpyromimii
YYBCTBUTEIBHOCTh K KOHBIOTATy ayKCMHA M TPAHCIOPT METAJIIOB B CEMEHCTBE
ropuunnsl Brassicaceae (KpecTonBeTHble) U Ipyrux IBETKOBBIX PACTEHHSIX, Kak
coobmraercs, OblT MpruodpeTeH pactenusiMu y BupycoB (Liu, et al., 2011; Chiba et
al., 2011). Mozauunas npupoja Tpunrodaun-3aBucumoro IIBA(TAA/YUCCA) y
HA3€MHBIX PACTEHHM JAaeT JIONOJHHUTEIbHBIE JI0KA3aTEIbCTBA BAXKHOM POJHU
JaTepaibHOM  TeHETHMYEeCKOW mepenayd B TEHEpalud M ONTHUMHU3ALMU
9BOJIFOIIMOHHBIX HOBIIECTB Y aykapuoT (Huang, Gogarten, 2008; Yue et al., 2014).
[Tonoxenue kinaael FMO Ttuna Ilb Bapsupyer, OTHOCUTENBHO IPYTUX TPy,
Ha JepeBe (aBUH-COAEpXKAIMX MOHOOKcHreHa3 B kiacca B 3aBHCHUMOCTH OT
METO/Ia PEKOHCTPYKIIMK U Habopa mocienoBaTeIbHOCTel B BeIOOpKe (puc. 20). Ha
JIEpEeBBAX OENKOBBIX MOCIEN0BATEILHOCTEN (PIIaBUH-COJIEPKAILUX MOHOOKCUTEHA3
B kmacca, moctpoennbix mporpammamu IQ-TREE (class B FMO_proteins_1Q-
TREE) u RAXML (class B FMO proteins RAXxML), knaga FMO Tuna Ilb ne
aisierca poactBeHHoM mig knaael YUCCA. Torga kak CECTpUHCKOW, IO
otrHomennto kK kmage YUCCA, seisercs knaga YUC-nogoousix FMO (puc. 20).
OnHako Ha NepeBE, IIOCTPOEHHOM MPOrpaMMOn mrBayes
(class_B_FMOQO_proteins_mrBayes), ommkaitmuvmu k. YUCCA okasainuch Oenku
FMO tumna IIb u mnano6akrepuansasix FMO (puc. 20). K Tomy ske peKOHCTpYKIIHS,
npoBeAEHHas mporpammoi mrBayes, He criocoOHa pa3peluTh A1ePeBO MOTHOCTHIO,
B pe3ylibTare oOpasyercsi TerpadypKanus MeXAy OCHOBHBIMU KJIaJaMH JepeBa
(puc. 20). Pacmmpenune 6eMKOBBIX BRIOOPOK (hIaBUH-COIEPIKAIUX MOHOOKCUTECHA3
B kiacca 3a cueT TONMOJHEHUsI UX MOCJIEA0BATEIbHOCTIMH U3 TPAHCKPUIIIIMOHHBIX
MPOEKTOB NpHBENO K cTabmnuzanuu kiaasl FMO tuna IIb Ha Bcex Tpex nepeBbsiX,
noctpoeHHblx mnporpammamu [Q-TREE, RAXxML u mrBayes, B mnonoxenuu,
yKa3bIBAIOIIEM Ha OTCYTCTBHE OJIM3KOTO pojCcTBa Mexay dToi kinanoit (FMO tuna
IIb) u xnamoit YUCCA (puc. 25). YpoBeHs Hefiopa3pelieHus 1epeBa, MOCTPOSCHHOTO

nporpammoit mrBayes mo 6enkoBoit BeiOopke (puc. 20), mpu mepexoae K AepeBy,
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NOCTPOCHHOMY [0 pAaCHIMPEHHON BBIOOpKE (puc. 25), yMEHBIIAETCS: BMECTO
terpadypkaruu B mepBom ciydae (puc. 20), Bo BTopoMm (puc. 25) — B JepeBe
HaOmomaetcs Tpudypkanus, 3axpaTeiBaromias 1 kiaaxy FMO tuma Ilb.

OnHOM 13 BO3MOXKHBIX MPUYUH 3TON HEYCTOMYMBOCTH (prsioreHuu (IiaBuH-
CoJieprKallliX MOHOOKCUTE€Ha3 B Kkiiacca sBisieTCs BIUSHHUE TPEX JJIMHHBIX BETBEH,
BeIyIUX K Kiactepam mnuanodaktepuaibsix FMO, NMO u FMO Tuna IIb (3tu
BETBU BBIJICJICHBI 3HAKOM «*» Ha (PHIIOTeHEeTHYeCKuX JepeBbsx: puc. 18, 23; B
[Tpunoxenue: pucynku I12A, I12b, 113A, II3b; u Ha knagorpammax BCEX 3THX
nepeBbeB: puc. 20, 25). baliecoBckuii MeTOJ PEKOHCTPYKUHMH (DUIOTCHHH TIO
nanabiM Komamkoscku u np. (Kolaczkowski et al., 2009) Gosiee 4yBCTBUTEICH K
NPUCYTCTBUIO JUTMHHBIX BETBEH B JIepeBE, YEM METOJl MaKCHUMAaJbHOTO
npaBgonogoous (ML). Iloatomy aBTOpBI 3TOWM CTaThu MpeIaraloT IMpH
3HAYUTEILHOM pa3audyuu (UiIoreHui, moctpoeHHbsix baliecoBckuM MeTosioM (B
Haiel pabote 3To nporpamma mrBayes) u ML (B Hamielt paboTe 3TO IporpaMMabl
IQ-TREE u RAxXxML), ckionstbest B moas3y ML Tononoruu.

C npyroii cTopoHSI, IIsl HEKOTOPBIX Kias (Hampumep, Y UC-mogo6ubx FMO)
3HaueHUsA OyTCTpen MOJJCPKKM BETBEH JOBOJIBHO HU3KHE, KaK JJIsi METOJOB
makcumanbHoro mnpasaononoous (IQ-TREE u RAxML), tak u g1 MeTO0B
mrBayes. Hanpumep, HemoctarouHa OyTcTpen NOIIEpKKa, YTOOBI CHEnaTh
zaknmroyeHue, uro FMO tuna Ilb u nmano6akrepuansasie FMO rpynmupyrorcs
BMECTE€ Ha JEpEBE, MOCTPOCHHOM IO BBIOOPKE, BKIIOYAIOIIEH TOJIBKO O€NKH,
(class_B_FMO _proteins) ¢ momompio mporpammel MrBayes (ITpumokenue:
pucyHok I12B). Tem He MeHee, BbICOKas OyTCTpen MOJICP)KKa IMOJydeHa Jis
kiacrepa FMO tumna IlIb, He3aBUCMMO OT €ro MOJIOKEHUSI Ha JiepeBe (M MeToja
pPEKOHCTPYKITNH pustorennn). Takum 00pa3oM, MbI MOXKEM CJIeTIaTh BEIBOJ, UTO STOT
KJIACTEp XOPOLIO OTAENEH OT APYIMX KIIACTEPOB, HO €ro IMOJOKEHUE Ha JIEpEBE B

HCKOTOPBIX HAIIKMX aHAJIW3aX HC YCTKO OIIPCACIIACTCA.



119

3AK/IIOYEHME 110 I'JTABE 4

HccnenoBanne CTPYKTYphl, JOMEHOB M (DUIOTEHETHYECKOTO MOJOKEHUS
oenka KNnTAA (kfl00051_0080/GAQ80308.1) K. nitens mokaszaio, 4To OH, IO
buIOoreHeTHYECKOMYy TIOJIOKEHHUIO, cocTaBy nomeHoB (umeer EGF  momen
XapaKTEpHBIN JUIsl AJLIMMHA3, HO OTCYTCTBYIOIIMN y O0enkoB TAA) U TpexmepHOu
CTPYKTYpE CKOpee OTHOCHUTCS K ajluhHazaMm, 4eMm k Oenkam TAA. Takxke Oenok
KnTAA K. nitens umen anomansHy0 JuHy a7 cemeiictBa TAA (Oosiee ueM B 1Ba
paza 6osblire, uem Oenku TAA) u BKIIOUYaI JOTOJHUTENIbHBIM N-KOHIIEBO# JOMEH,
roMojoruyHbii  koreHsuHoBoMmy Oenky SYNI1. TlomydeHHble pe3yibTaThl
nojepkuBatot runote3y 03 ¢ coast. (Yue et al., 2014) o Tom, uro Oemok TAA
ObLT MPUOOpETEH MEePBHIMU HA3eMHBIMH pacTeHusiMu B pesynbrare ['TII' k HUM oT
Oaktepuii, HO He runote3y Baur u nap. (Wang et al., 2014) o Oonee panHem
npuodperenun TAA XapoduToBbIMU BoIOpOCHsMU Takxke B pesyibrare ['TII k
HUM OT Oaktepuii. OfHaKO B mocienytoiieii pabore Pomanu (Romani, 2017) o110
OMPEICNICHO, YTO aHOMAJIBHO OoJbIas JiuHa nocieaopaTeabHoctd KNTAA, Tak u
HaJIM4Me B HEW JOMEHOB JIOMOJIHUTENBHBIX MO cpaBHeHHUIO ¢ TAA Oenkamu, mo-
BUAMMOMY, SIBJIICTCSI OIMOKOM cOopku reHoMa K. nitens, kotopyro aHATM3UPOBAIH
Baur u ap. (Wang et al., 2014). Taxxke B ctatbe Pomanu (Romani, 2017) 6bL10
YCTaHOBJICHO, uTo IoMeH EGF ecTh He Tonbko y anmnuuHa3, Ho y 6enkoB TAA MxoB
U ayHoB. OH NPenoa0KuI, 4TO B AanbHeien spororuu pactennii EGF nomen
y 6enkoB TAA, mo-BUIMMOMY, OBLIT YTpaueH, TaK KakK B MOCIeA0BaTeIbHOCTAX TAA
CEMEHHBIX PAaCTEHHUI OH OTCYTCTBYET.

Bwmecte ¢ Tem He ObuT0 BhIsIBIIeHO romosioroB KNTAA K. nitens mpu moucke
B TpaHCKpUITOMax MsaTH JApyrux BuaoB XapodurtoB (Mesostigma viride,
Coleochaete orbicularis, Spirogyra pratensis, Nitella mirabilis u Chara brauni) (Ju
et al., 2015; Nishiyama et al., 2018). Brnocnencreun Pomanu (Romani, 2017)
MIPEATOIIOKUI, YTO OTCYTCTBUE TPaHCKpUNTOB TAA y BhIIIENIEPEUUCICHHBIX BUIOB
XapoUTOBBIX BOAOPOCEH MOXKET OBITh CBA3AHO U C TEM, UYTO T'€H, KOJUPYIOIIUMA

TAA, MOXET TPaHCKPUOMPOBATHCS TOJIHKO TIPH OMPEETEHHBIX YCIOBHIX U TIOTOMY
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HEe OOHApYXHWBAThCS B TPAHCKPUNTOMAX BBHIIICTICPEUUCICHHBIX TISITH BHUIOB
XapoduroB. Ho moka orcyrctBue roMonoroB TAAl B TpaHCKpHIITOMax
BBIIIETICPEYHCIICHHBIX XapohuToB moanepkuBaet runoresy K03 u np. (Yue et al.,
2014), o Tom, uto ocHoBHOU TTBA(TAA/YUCCA) nosiBuicst y HITOIT HazemHbIX
pPaCTCHUMN.

Taxkxe skcriepuMeHTadbHbIe JganHbie A u ap. (Al et al., 2018) mokasamu
HecrocoOHocTh pekoMmOuHanTHoro Oeiaka KNTAA u3 K. nitens (romosor TAA u
aJJTMMHA3) BOCCTAHABIMBATh Je(EKThl pOCTa U Pa3BUTHs Y MyTaHTHBIX 10 TeHy taa
pactenuii A. thaliana mpu ero cmepxskcmpeccun B TaKMX MyTaHTaxX. Takum
o0pa3oM, ObUIO MOATBEPKACHO SKCHEPUMEHTAIBHO HAILE IMPEANOI0KEHHE, UTO
dbepment KNTAA, romonornunsiii TAA, He aBisieTcst (epMEHTOM, AEHCTBYIOIIUM
B IIBA(TAA/YUCCA) (Turnaev et al., 2015; Ai et al., 2018).

B KoHEYHOM UTOTE HECMOTPSI Ha TO, 4TO B MccaenoBannu Pomanu (Romani,
2017) Ob1 BBIABHHYT DSl KOHTPAPTyMEHTOB B OTHOIICHWH THIOTE3bl 03 u ap.
(Yue et al., 2014) o npoucxoxaerauu TAA y HITOIT Ha3eMHBIX pacTeHUI, HAMU U
PSIOM IPYTUX MCCIIEI0BATENEH 3Ta TUIIoTe3a ObliIa TOATBEPKICHA.

Mps1 oapoOHO U3yumwin (GUIoreHuro (aaBUH-COAEPKAIIUX MOHOOKCUTE€HA3
B knacca c niensto onpeaencHus B3auMocBsizu mexay oenkamu Y UCCA HazeMHBIX
pacrennii 1 GAQS82387.1 K. nitens (romomor YUCCA). B pesynbrare, MbI
IPOAEMOHCTPHPOBAIIH, UTO Tpymia OenkoB, Ha3BaHHas Pubens u ap. (Riebel et al.,
2013) FMO Il Tuma, nenurcs Ha TpU TPYMIBI, KOTOPbIe MBI HazbiBad FMO Tuma
Ila, FMO tuna IIb u FMO Tuna llc (Turnaev et al., 2020). benku FMO tumna b,
KOTOpbIE TaKXke BKJIIOYAIOT paHee onucaHHeie Oenku GAQS82387.1 w3
Xapodwutosoit Bogopociu K. nitens (Wang et al., 2014) u 6enku FMO-E, -F, -G u3
oakrepun R. jostii RHAL1 (Riebel et al., 2013), 3HauuTenbHO pa3IUYAOTCS
AMUHOKHCIIOTHBIM COCTaBOM CBOMIX CAaMTOB, HX JOMEHAMH, MPEICTABICHHOCTHIO B
pa3HbIX TaKCOHaX, W, BeposATHO, uX (PyHkiusmu no cpaBHeHuto ¢ YUCCA. Ha
OCHOBAaHUM TPOBEAEHHOTO CPAaBHUTEIBHOTO  HUCCIEIOBAHMUS  CTPYKTYPHBIX
0COOCHHOCTEH U hUIOTeHUHU OEIKOB (hIaBUH-COJIEPKAIUX MOHOOKCHUTEHA3 Kilacca

B MmbI gemaem BeiBog o ToM, yTo Oesk FMO tuma IIb 1 YUCCA He sBisttoTcs
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OJIM3KOPOJCTBEHHBIMU. DTO B OOJIBINIEH CTETIeHU MOoepkuBaeT runoresy FO0s u ap.
(Yue et al., 2014) o npuodperernn YUCCA nepBbIMH Ha3eMHBIMH PACTCHUSMU B
pesynbrare ['TII" ot 6aktepuii k HITOII HazeMHbIX pacTeHul, uem runore3y Banr u
ap. (Wang etal., 2014) o 6071¢e panHeM IproOpeTeHIH T'eHa yucca Xapo(GUTOBBIMU
BojopocisiMu Takxke B pesyibrare ['TIIN ot Gakrepuit k HIIOII XapoduroBbix
BOJIOPOCJIEH U Ha3€MHBIX PACTEHUM.

B pesynbTare Hamm gaHHbIe MoaAepxkuBaoT runote3y F0s u ap. (Yue et al.,
2014) o nossienun [IBA(TAA/YUCCA) (dbepmerter TAA-YUCCA) y HIIOIT
BCEX HA3eMHBIX PACTECHUH.

Hymnukaruu reHoB TAA-1og00HBIX OEJIKOB MPOUCXOAT, TAKKE, KaK 3TO
nokazaHo miga OenkoB IIBT, coBmecTHO ¢ 0Opa3oBaHHWEM KpPYIHBIX TaKCOHOB
pacTeHui WM nocje ux o0pa3oBaHus, HO HE J0 00pa30BaHMS KPYITHBIX TAKCOHOB.

Opnaxo mis 6enkoB YUCCA Takas kKapTHHA BOJTIOIUN HAOIIOAACTCS JIUIIb
710 TIOosiBJICHUSI 3y PuiIoPUT (MarmOpOTHUKOBBIE U CEMEHHBIE pacTeHus1). Toraa Kak y
sybunoput aymiukanuu 6enkoB YUCCA uHOTIa TpOUCXOAT U 10 00pa3oBaHUs
KPYIHBIX TaKCOHOB, B pe3yibTaTe, IMOJy4YUBIIHECS Tapajorn (epMeHTa

MNPUCYTCTBYIOT B HCCKOJIBKHX KPYIIHBIX TAKCOHAX.
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TJIABA 5. AHAJIW3 YN CJIA KOITUM TEHOB ®EPMEHTOB ITYTH
BUOCHHTE3A AYKCHUHA

5.1 KoinmyecTBeHHBIH aHAJIHU3 YHCJIa TOMOJIOTOB I'eHOB q)epMeHTOB

TAA/YUCCA y pacrenmii

YrtoOsl JTyd1iie MOHSTH KaKylO POJIb B SBOJIOIUHM OPTaHU3MOB PACTEHHUI UTPAIOT
MPOIECCHI TYTUTMKAIMU (PepMEHTOB ITyTH OMOCHHTE3a ayKcuHa u3 Tpuntodana (TAA
1 YUCCA) HaMu ObLIO POBEJICHO MCCIIE0BAaHHE PACTIPECTICHHS YMCIia KO TeHOB
(GbepMeHTOB 3TOro MyTH B I€HOMax BHUJOB PACTEHUM, MPUHAMICKAIIUX K Pa3HbIM
TakcoHaM. {11 cpaBHEHUSI Mbl IIPUBOJUM TaKXKe pacIpeiesieHne TeHOB (PEpMEHTOB
[IBT. [ns Toro, 4toObl pacnpesesieHue ObLIO M0 BO3MOKHOCTU 0O0Jiee TOJHBIM MbI
MCIIOJIb30BaJIM JIAaHHBIE TOJIBKO M3 IMOJTHOT€HOMHBIX ITPOEKTOB, IPEICTaBICHHbBIX B B[
Plaza 2.5 (Van Bel et al., 2012). Tlouck romos0oroB (GpepMEeHTOB MPOBOIMICS C
nomotipio mporpammbel BLASTP. B kauecTBe MOMCKOBBIX 3ampOCOB IJiA MOUCKA
romosoroB ¢pepmenToB [IBA ObuTH B35THI Bce mapaioru (epMEHTOB 3TOrO MyTU y A.
thaliana. Jlns BBIsSBIICHHS TOMOJIOTOB (PEpPMEHTa Y WCCIIEAYEMBbIX OpPTraHM3MOB
MPOBOJIMJICS. PELIUIPOKHBINA MMOKMCK 1O BceM mapayioraMm ¢epmenta A. thaliana mms
kaxaoro ¢gepmenta I1BA otmensHO. Iy Gojiee TOYHOTO OMPEICICHUS OPTOJIOTOB
(depmenToB [IBA B pa3HbIX opaHM3Max Mbl MOCTPOWIH (PUIOTEHETUYECKHE JEPEBbS
metonom FASTTREE. Ha mocTpoeHHBIX AEpEBbAX OPTOJOTH OINPEACSUINCh Ha
OCHOBE KJIacTepu3alu (PEpMEHTOB M3 pa3HbIX OpraHU3MOB. B Tabmuie 7 mokazaHa
MPEJCTaBICHHOCTh OpTojioroB (epmentoB I[IBA B pasubix TakcoHax. [lopsok

dbepMeHTOB B Tabnuile (CiieBa-HAMpaBO) COOTBETCTBYET MX IMOCIEAOBATEILHOCTH B

TIBA (puc. 3).
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Tadmuua 7. Hamuyaue romonoroB (pepMeHTOB CHHTE3a ayKCHHA (CTOJOIBI) B TEHOMAaX pacTeHHU
(cTpokn).

cemeiicTBa YUCCA
0eJIKOB
—
—
TaKCOH <~ © =)
2| < |« <
b . . < | 88|82 8
@ = ~
3|1 9212|588 |< = I e T e Rl
< < [an a = ~ = = > > > o >
Lotus japonicus JIBY IOJIbHBIE 1 1 1 2 2e-50 1 2 2 1 1 1 1
i 4 7e-91
Medicago JIBY IOJIbHBIE e-9 1 1 1 il 2 3 1 ) ) 1
truncatula
Glycine max JIBYI0JIbHbIE 4 3 1 2 2 2 3 6 4 8 6 5
Malus domestica JIBYI0JIbHbIE 9 3 5 - 3 4 5 4 - - 1 9
Fragaria vesca JIBY IOJIbHBIE 2 1 5 2 2e-59 4 2 3 1 2 2 2
Manihot JIBY IOJIbHBIE 2 ) 1 1 ) ) ) ) ) 4 4 4
esculenta
Ricinus ) JIBY IOJIbHBIE 2 1 ) 1 1 1 1 ) 1 ) ) 4
communis
Pppulus JIBY IOJIbHBIE 2 ) ) ) 1 ) ) ) ) ) 3 4
trichocarpa
ArapIdOpSIs JIBY IOJIbHBIE 3 6 1 3 ) ) ) 3 ) ) 5 )
thaliana
i i 3
Arabidopsis JIBY IOJIbHBIC ) 5 1 3 ) ) 3 ) ) 5 )
lyrata
Carica papaya JIBY/IOJTbHbIE 2 1 2 4e-88 2 2 1 2 1 2 2 2
2
Theobroma JIBY IOJIbHBIE 1 1 1 4 1 1 2 L 2 2 3
cacao
Vitis vinifera IIBYIOJIbHBIE 2 1 2 1 1 1 1 3 1 3 1 3
erza_ sativa spp 0JIHOJI0JIbHBIE 2 2 1 1 2 5 1 ’ 9 4 ’ 3
japonica
B_rachypodlum OJIHO/IOJIbHBIE 2 1 1 1 2 5 1 2 9 3 3 4
distarhion
Sorghum bicolor OJJHOIOJILHBIE 1 1 1 2 3 2 1 3 - 4 2 3
Zea mays 0JTHO/IOJTbHBIC 3 5 1 2 2 6 2 4 1 3 4 2
Selaginella TUTay HE! 1 1 1 1| ges5 | 1 | geas2| 2 3
moellendorffii
Physcomitrella MXH ) ) 1 1 1 1 4 4 6
patens
Ostreococcus 3€J1. BOJOPOCIIN
lucimarinus (Chlorophyta)
Ostreococcus 3€J1. BOJOPOCIIN
tauri (Chlorophyta)
Micromonas sp. 3€J1. BOJOPOCIIN
RCC299 (Chlorophyta)
. 3€I1. BOJJOPOCIH
Volvox carteri (Chlorophyta)
Chlamidomonas 3€J1. BOJOPOCIH
reinhardtii (Chlorophyta)

O06o3Hauenus: [1epBblit cTonOer] TaOIUIIBI — BUJIBI PACTEHUIT; BTOPO — TAKCOHBI, K KOTOPBIM
npuHaIexar pactenust; 3-14 cronoupl — pepmenTsl [IBA. UepHbIM IBETOM TEKCTA BBIIEICHBI
HazBauust pepmentoB [1BT, 3enéubim — pepmentoB [IBA(TAA/YUCCA). Ins YUCCA B Tabmuie
OTJEJILHO TIPEICTABIICHBI TaHHBIE JIJIsI 4-X €r0 OCHOBHBIX TOJIceMeicTB 6enkoB — 11-14 cTonOib.
[{udps! B stueiikax — 3TO YUCIO TOMOJIOTOB ()epMEHTA, BBISBJICHHOE IPH aHAJIM3€ MOJTHBIX TEHOMOB
(undpamut BbIIEIEHHBIMH KUPHBIM HIPUPTOM MOKA3aHO MPUCYTCTBUE B TeHOME 3-X 1 Ooiee
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reHoB romosioros (epmenta; st Y UCCA, cOOTBETCTBEHHO, ITU(PHI 715l TOMOJIOTOB BBIJICIICHBI
KHUPHBIM HIPUPTOM, KOT/Ia CYMMAPHOE YHCIIO TOMOJIOTOB (DepMEHTa Ha TEHOM I10 BCEM €0
HIOJICEMENCTBAM CYyMMAapHO COCTaBIISICT 3-1 WM Oosiee roMosiora). Yncnamu B Tabiuie,

3alMCaHHBIMH B SKCIIOHESHIIMAILHOM BHJIE, IIPE/ICTaBICHBI 3HAYCHHS YpoBHEH cxo/cTsa (E-value)
HOCJIeI0BATEILHOCTH COOTBETCTBRYoIIEro pepmenta A. thaliana ¢ ommxkaiiiimm K Hell roMOJIOroM,

BBISIBJICHHOTO TOJILKO cpeau EST mocnenoBarensHOCTEH, B ClTy4asx, KOr/ia He ObLUIO BBISIBICHO

TOMOJIOTOB 3TOT0 (hepMeHTa cpe/iu MOTHOI€HOMHBIX JaHHBIX. [[poyepk 0603HauaeT OTCyTCTBUE

rOMOJIOTOB JJAHHOTO OEJIKOBOIO CEMECTBA KaK Cper MOCIIeI0BaTEIbHOCTEN OENKOB,
MPE/ICTaBJICHHBIX B TOJHOT€HOMHBIX JaHHbBIX, TaK U B OnbmroTtekax EST

B cimyuae, korgja B TEHOMHBIX MOCIIEOBATEIBHOCTAX PACTEHUN HE yJ1aBajoOCh
OOHApPYKUTh HU OJJHOTO TOMOJIOTa COOTBETCTBYIOIIETO (DEPMEHTA, JIJIsl 3TUX TEHOMOB
MIPOBOJIMJICS JIOTIOJHUTENIBHBIN MOUCK roMoJIoroB B Oubnuorekax EST ¢ momortisio
nporpammbl BLASTP (B Tabmuie 7 B TakuxX cCiaydasX Mbl MPUBOJUM HE YHCIIO
pPacro3HAHHBIX TOMOJIOTOB, HO YPOBEHb CXOJCTBA OEJIKOBOM IMOCIEIOBATEILHOCTH
COOTBETCTBYMOIIEro ¢epMeHTa ¢ OmmpkaimmMm K Hel EST-romosnorom — 3HaueHus
YPOBHS CXOJICTBa MPUBEACHBI B TAOJMIIE B AKCIIOHEHIIMAILHOM BHjE). B KkauecTBe
TIOMCKOBOT'0 3arpoca B 3TOM Cliydae BBIOHpAJICS OJMH W3 TOMOJIOTOB (I1apajioroB)
cootBercTBytomero ¢epmenta [IBA A. thaliana. ITpunaie:KHOCTE OOHAPYKESHHBIX B
onbmotekax EST roMosioroB uCKoMoro (pepmMeHTta onpeaensiach Takxke, Kak U Ipu
noricke romojioroB I1BA cpenu 6enkoBeix mocnenoBatensHoctei b/l Plaza 2.5, kak
OMMCAHO BBHILIIE.

N3 Tabmumpl 7 MOXKHO cClienaTh BBIBOA, 4YTO Y 3€IEHBIX BOJOPOCIEH
(Chlorophyta) Bce dhepmentst TIBT mnpencraBieHbl TOJBKO OJHOM KoOMueH reHa. Y
HA3eMHBIX pacTeHH KoimuecTBO romosioros [IBT BapeupyeT oT 0HOrO romosiora Jio
9 (ASA — Malus domestica). Ilpu 3ToM He NPOCICHKUBACTCS OYECBUIHOU
3aKOHOMEPHOCTM OT BHMJA K BHUAY Ha3eMHBIX pacreHuid, kakue TreHbl [IBT
JTYTUTAIIMPOBAHBI, a Kakue HeT. CTOUT OTMETUTh, uTO roMosioru ¢pepmentoB [IBT —
OvocuHTe3a TpunTtodaHa U3 xopuaMaTta (Tabi. 7) — HPHUCYTCTBYIOT y BCEX
HCCIICIOBAaHHBIX BHUJOB Bojopocied (3a wuckimoueHueMm ¢epmenta ASA y
Chlamidomonas reinhardtii) 1 y Ha3eMHBIX pacTEHHWl, YTO COOTBETCTBYET
OOIIENPUHATHIM TIpeAcTaBieHus M 00 yauBepcanbHocTr [IBT y Gaktepwuii, rpuboB

u pacrenuii (Dosselaere, Vanderleyden, 2001; Braus, 1991; Maeda, Dudareva,
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2012). He oOHapy>XeHHE B OJJHOM CiTy4dae romMojoroB ASA HU B IMOJTHOT€HOMHBIX
naHHBIX, HE cpeau EST nocnemoBarenbHOCTE#H 3e1eH0i Bogopocau C. reinhardtii,
MO-BUIMOMY, OOBSCHAETCSI ~ HEIMOJHOTOU CECKBCHHPOBAHHUS  TEHOMA.
YuuBepcaiabHocTh hepMeHTOB [IBT y pacTeHuii cornacyercs ¢ npeacTaBICHUSIMU
0 BepTHKAIBbHOM 3BoJIONMHU pactenuit (Pires, Dolan, 2012).

Opnaxo, ¢depmentsi TAA u YUCCA B ormmumu ot ¢depmentoB [IBT
OOHapy>KUBAIOTCS, IPU MOUCKE B MOJIHOTEHOMHBIX MPOEKTaX, MpeaCcTaBIeHHbIX B b/]
Plaza 2.5 (Van Bel et al., 2012), Tonbko y Ha3eMHBIX PAcTCHUI, B TO BpeMs KaK y
BOJIOPOCIIEH OHU OTCYTCTBYIOT KaK B MOJTHOT€HOMHBIX, Tak U B EST maHHBIX.

B IIBA (TAA/YUCCA) uuciio romosoroB TAA Bapeupyer ot 2 10 6 (6
romojioroB y G. max) Ha resoM u urcio romojioroB YUCCA ot 4 (Lotus japonicus)
1o 23 (Glycine max). Uro kacaeTcsi MPeACTABICHHOCTH Pa3JIMYHBIX IOJCEMCHCTB
YUCCA B reHoMax IBETKOBBIX PACTEHH, /17151 OONBIIMHCTBA TAKCOHOB XaPaKTEPHBI
HaMuue (PEPMEHTOB, OTHOCAIIUXCS K YETHIPEM OCHOBHBIM mojicemeiicTBam: (1)
YUCCAL, 4; (2) YUCCA2, 6; (3) YUCCAS3, 5, 7-9 u (4) YUCCAI0, 11 (tadmn. 7).
OpnHako, AJi1 HEKOTOPBIX BHUJIOB, MPEACTABUTENM OTAEHbHBIX noacemencts Y UCCA
He ObUIM HaMH OOHAPYKEHBI HU B MIOJTHOI'€HOMHBIX JTAaHHBIX, HU B OnOimorekax EST.
Tak He ObuT0 BBIsIBICHO ToMOJIOTOB B mozcemeiictBax YUCCAIL, 4 u YUCCA2, 6 y
nBynosiapHoro M. domestica u 6enkoB noacemeiictea YUCCAL, 4 y 01HOIOABHOTO S.
bicolor. Drtor pe3ynbTar SBASETCS JAOCTATOYHO HEOKHIAHHBIM, MOCKOJBKY
pe3ysbTaThl SKCIEPUMEHTOB 10 HOKayTam reHoB yucca A. thaliana, O. sativa u
HEKOTOPBIX IPYTHX BUIAX PACTEHHM MTOKA3BIBAIOT, YTO Y MyTAHTOB-HOKAYTOB 110 BCEM
reHaM Kakoro-ar00 U3 OCHOBHBIX MOJICEMEUCTB YUCCA HAOMIONAIOTCS 3HAUYUTENbHBIC
OTKJIOHEHHUSIM B POCTE M pa3BUTUU pacTeHus (Tadu. 9). CrenoBaTenbHO, 3TOT BOIPOC
HY>KJa€TCs B TAIbHEHTIIEM JeTaTbHOM H3YUYCHHH.

MOXHO OTMETHUTB, YTO B PS¢ CIIlydacB HAJIMYWEC B KPYITHOM TaKCOHE
HECKOJIbKUX TapajoroB Kakoro-ro W3 ()EPMEHTOB HAOIIOMACTCS TOJNBKO Y
MPEACTABUTENEW OTAEIIBHBIX MOPSAAKOB, CEMEHCTB, pOJAOB. Tak y JBYIOJBHBIX Ha
YPOBHE BCEro TaKCOHA €CTh TOJIBKO OJIMH I'eH asb (tadi1. 7), Ho B pojae PesyxoBuaku: y

A. thaliana ectp 6 mapaoros 3toro reta u y Arabidopsis lyrata - 2 napasora (ta0m. 7;
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puc. 10). B HeKoTOpBIX ciTydasix JUIIb Y OAHOTO BUA €CTh HECKOIBKO CTICHU(PHYHBIX
JUIT HETO TapajioroB (epMeHTa, TO €CTh COOTBETCTBYIOIIME MYIUTMKAIIUNA |
JMBEPreHIIMY T€HOB MPOU30IIUIN YK€ B XOJI€ 3BOJIIOIUH ATOT0 pacTeHus. Tak Oerok
PAI y A. thaliana mpencraBinen 3-msi mapajioramu, TOTAa Kak y €ro OJvKamimero
poactBenHuka A. lyrata ¢epment PAI mpencraBiieH TOJIBKO OJHUM TeHOM (Tadi. 7;
puc. 12). Taxxe y Z. maysS ectb 5, XapaKT€pHbIX MMEHHO JUIs 3TOTO pPacTEHUs,
napanoroB 6enka ASB (ta6i. 7; puc. 10). Toraa kak y Ipyrux BUIOB OJHOJOIbHBIX B
aTOM Kjactepe ecth: y O. sativa — 2 mapanora ASB u y S. bicolor u Brachypodium
distarhion Tombko mo ogHOMY reHy ash.

B cBs13u ¢ Tem, 4yTO QyMIMKalMy T€HOB, IPOU30LIEAIINE TOCIe 00pa3oBaHus
B DBOJIIOIIMU TAKCOHA, IPUBOJIAT K MOSBICHUIO TOMOJIOTOB, KOTOPBIE MPUCYTCTBYIOT
TOJIBKO Y YaCTU OPraHW3MOB TaKCOHOB, Mbl B TaOJUIIE 8 IpU MOACUETE TOMOJIOTOB
YUUTBHIBAIA TOJBKO TOMOJIOTH XapaKTepHBIE NI OOJBIIEeH YacTh BUAOB TaKCOHA

(umeromuecs 6omaee yem y 90% 13 uccie10BaHHbIX HAMH BUIOB B TAKCOHE).

Ta6auna 8. KonuuectBo romonoros ¢pepMeHTOB OMOCHHTE3a ayKCHUHA, XapaKTepHoe /s Oolee
yem 90% ucciaenoBaHHBIX HAMH BHIOB B KPYITHOM TaKCOHE PacTEHUH

taxon\enzyme | ASA | ASB PAT PAI IGPS | TSA | TSB | TAA | YUCCA
JIBYJOJIbHBIE 2 1 1 1 1 1 1 2 4
OIIHOOJILHBIE 2 1 1 2 3 3 1 3

TJIAYHBI 1 1 1 1 1 1 1 2 3
MXH 2 2 1 1 1 1 4 4 6
3eJICHEIC 1 1 1 1 1 1 1 - -
BOJIOPOCIH

YepHbIM 11BeTOM TeKcTa B Tabnuile (cTonoubl 2-8) Boienensl pepments [1BT, 3enéHpiM
(cTon6umr 9-10) depmentst [TIBA (TAA/YUCCA). XKupHbiM 1Ipr(TOM BBIICICHO KOJHUYECTBO
napajigoroB gepmeHTa > 3.

Takum oOpa3om, B TaOJUIIE YUYTEHBI TOJHKO T€ TOMOJOTH, KOTOPhIE€ BO3ZHUKIIM B
DBOJIIOIMM B pPE3yJIbTaTe JUBEPreHIMA (PEPMEHTOB TMPOU3OMIEANIUX [0
BO3HUKHOBEHUS KPYITHBIX TAKCOHOB WJIM COBMECTHO C MX BOZHUKHOBEHUEM, U HE
YYUTBHIBAJIUCh TOMOJIOTH, BO3HUKIINE B PE3yJbTaTe MUBEPreHIni (GepMEeHTOB Ha

Ooiee IIO3JHHUX CTaAUAX 5BOJIIOIMH TaKCOHA (Ha6J'IIOI[aeMBIe TOJIBKO Yy 4aCTH BU10B



127

takcoHa). Yucio romosnoroB pepmenta YUCCA niist OMHOAOMBHBIX U JBYAOIBHBIX
B TaOJMIE yKa3aHO B OOBEAMHEHHOM sueike, Tak Kak Kaxzaas u3 4-x Tpymm
roMoJIOTOB  (moJiceMeiicTB) 3Toro  ¢epMeHTa OJHOBPEMEHHO  BKJIIOYAET
NpeCTaBUTENICH M OJHOIOJIbHBIX, U ABYO0JIbHBIX (Ta0IM. 8).

Kak moxHO BuaeTh u3 Tabnui 7 u 8 y Bogopocieit aymnukanuu renos [1bT
OTCYTCTBYIOT: BC€ (DepMEHTHI MPEACTABICHBI OJTHUM FeHOM. W TONIbKO y Ha3eMHBIX
pacTeHMid, HayWHAs CO MXOB, Hekoropblie u3 reHoB IIBT (asa u asb) yxe
OymMnupoBanbl. Eciau paccMaTpuBaTh TOJIBKO JIYIUIMKALMU, OXBAaThIBAOIINE
6onee 90% BUIOB B KaXKJOM pacCMaTpUBAEMOM B HaIlleM HCCIIEJOBAHUU TaKCOHE
(Tabm. 8), To y MXOB ABYMSI TOMOJIOTUYHBIMU I'€HAMU TNpecTaBieHbl 0enku ASA u
ASB; y O0AHOAONBHBIX JABYMS-TPEMsI TEHAMHU-TIAPAJIOTaMH TPEACTABICHBI
dbepmentsl ASA, PAL IGPS u TSA, xo1s y nBynonbHbIX U3 pepmenToB [1BT Tonpko
ASA mnpencraBieHn aBymsi nmapanoramu. Torjga kak octanbhble (epMeHTsl [1BT
JBYAOJBHBIX MPEACTABICHBI TOJBKO OAHOW Komueil reHa. HampoTtus, ¢pepmeHTHI
TATA u YUCCA y Ha3eMHBIX pacTeHHU# Bcera Ty mniupoBans (Taou. 8). B TTIBA
(TAA/YUCCA) y mxa P. patens TAA mpencraBiieH YeTHIPEMs MapajioraMHu U
YUCCA — mectpio mapamoramu (tabn. 7). Y mrayHa S. moellendorffii TAA
npencrasien nByms mapanoramu, a YUCCA — tpems. B cBow ouepens, y
OIHONONBHBIX TAA mpeacTtaBieH TpeMs MapajioraMy, W JIByMsl NIapajJoraMu y
nBynonbHbIX. Torga kak YUCCA mnpencrtaBiieH YeThIpbMS MapajoraMu Kak y
OJIHOJOJIBHBIX, TaK U Y JIBYJOJIbHBIX.

Taxum 006pazoM, MPOBEICHHBIN BbIILIE aHAJIN3 MO3BOJISIET CENIaTh BHIBO, UTO
JUIs TeHOB taa m yucCa XapaKTepHO HAJIUYWE 3HAYUTEIHHO OOJIBIIEro dYucia
OyTUTMKAMI 110 cpaBHeHUIO ¢ TeHamu [IBT y Ha3eMHBIX pacTeHHi.

YToObl KOJIMYECTBEHHO OLEHUTh YpOBEeHb AyIumMkaiuii reHoB I[IBA
(TAA/YUCCA) mbl Ha pucyHke 26 mpuBOAMM TrpaduK CpPeIHEro KOJIMYeCcTBa
rOMOJIOTOB T€HOB ATOTO MYTH B KPYIHBIX TAKCOHAX pacTeHui. J[yig cpaBHEHUS Ha
rpauke TaKKe MOKa3aHbl COOTBETCTBYIOIIME CPEAHHME 4YHcCia TOMOJIOTOB I'€HOB
IIBT. CpeaHee KOJIMYECTBO T€HOB B TAKCOHE PACCUMTHIBAIIOCH UCXOIA U3 JAHHBIX O

KOJINYECTBE T€HOB B FT€HOMAaX PAaCTCHHI JaHHOTO TaKCOHa (Tabu. 7).
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YUCCA
A Mucno
roMonoros
20 (hEPMEHTa

Xopusmart

Pucynoxk 26. Pacripenenenue konuyectsa reHoB-romosioros pepmento [1IBA B renomax
pa3IUYHbIX TAKCOHOB pacTeHuil. HazBaHus ¢pepMeHTOB OMOCHHTE3a ayKCUHA PACIIONOKEHBI B
BepxHeil yactu rpaduka. [1o ocn Y OTII0KEHO YHCIO TOMOJIOTOB (pepMEHTa HAa TEHOM B CPETHEM
IUIsL pacTeHU TakcoHa. Ha cTonmbukax OTI0KeHbI KBAHTWIIM: BHU3 OT BEPIIMHBI CTOJIONKA
nepBblid KBaHTUITb Q1025 M BBEpX TpeTuil KBaHTUIL Q3075

Cpennee uucno romosioroB ¢epmentoB IIBT 1-2, 3a uckiroyeHueMm yucia
romosioroB ASA y aByn0ibHbIX — 2.8, roMoJioroB TSA y ogHOM0NBHBIX — 4.5 U
romosioroB TSB y mxa — 4 (puc. 26). Takum 00pa3oM, KOJIMYECTBEHHBIN aHAIN3
romosioroB (epmentoB IIBT B reHomax pacTeHHMil MOKa3bIBa€T, YTO B XOJI€
ABOJIIOLMM PACTEHHN MPOUCXOAWIO YMEPEHHOE YBEJIWYEHHE YHUCIa TOMOJIOTOB
dbepmenToB [IBT: kaxnapiii epMEHT TpEACTaBIEH TOJIBKO OJHON KOMHUEW TeHa y
3eJIEHBIX BOJOPOCIEH U B cpeiHeM 1-4 KomusiMU reHa y Ha3eMHBIX pacTeHuil (puc.
26).

Cpennee uncio romosnoroB pepmeHToB TAA ocTaérest CTaOMIBHBIM OT MXOB
JI0 ABYJIOJIBHBIX OT 2-X 10 4-X TOMOJIOTOB Ha reHoM. OHO HECKOJIBKO BBIIIE, YEM B
cpeadem st pepmentoB [IBT 3a ucknmrouenuem vucia romosiorop TSB y MxoB: y

HUX ecTb 1o 4 romosora kak TSB, tak u TAA; TSA y onHOn0/bHBIX: Y HUX 4.5
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romosiora TSB u 2.7 romonora TAA; a takke ASA y ABYJOJbHBIX: Y HUX 1O 2.8
romoJioroB kak ASA, tak u TAA (puc. 26).

Bo3nukaer Bompoc, Kakoe MPEeMMYIIECTBO AJIsi PAaCTCHUW B YBEITUYCHUU
gyuciaa roMojioroB (mapanoroB) depmeHtoB TAA? UtoObl pa3oOpaTthCs B 3TOM
BOMpoce paccMOTpuM GyHKIMH napanoroB TAA. OyHkimoHanpHbINA aHanu3 taal,
tarl, tar2 A. thaliana, npoBeACHHBI ¢ MOMOINBIO PA3IAYHBIX KOMOWHAIIHIA
HOKayTHBIX MyTalluii 3 THX TeHOB (Stepanova et al., 2008), mokazain, 4T0 OAMHOYHBIE
HOKAayTHBbIE MyTaHTHI 110 TeHy taal, XoTa U IEMOHCTPUPYIOT U3MEHEHHYIO PEAKIUIO
Ha TeHb U YCTOMYMBHI K dTUWieHYy U NPA, HO He MOKa3bIBalOT PE3KUX JEPEKTOB
Pa3BUTHS IPU HOPMAJIBHBIX YCIOBUSX pocTa. Beimagenue ¢pynkiuu tarl ve siusier
Ha pocT W pa3ButHe pacreHus (Stepanova et al., 2008). JIBoiiHas HOKayTHas
myTtarus taal/tar2 BbI3bIBaeT 3HAYUTEIbHBIC JIE(PEKTHI B POCTE PACTCHHHA H
pPa3BUTHU WX OPTAHOB: y HUX PE3KO HAPYIIAETCA PA3BUTHE COCYOB U IIBETOHOCOB,
¥ OHHU TIOJTHOCTBIO cTepwiibHbI (Stepanova et al., 2008). Ilpu stom anst pa3BUTHA
sMOpuoHa BakHbI Bce Tpu rena taal, tarl u tar2. B paGore CremanoBa u ap.
(Stepanova et al., 2008) Obuto Mmoka3zaHO, YTO, HampuUMep, B MpopocTkax tarl
HKCIIPECCUPYETCS Ha OYEHb HU3KOM ypoBHE (Oojee uem B 500 pa3 MeHble, yeM
taal). tarl skcrnpeccupyercsi Ha HE3HAYMTEIBHOM YPOBHE 10 cpaBHEeHHUo ¢ taal u
tar2 B pasnmuMYHBIX TKaHAX, 32 HMCKJIIOYEHHEM CTpydka. B cTpyuke ypoBeHb
TpaHckpunToB tarl cocraBnser Gonee mojoBuHBI OT ypoBHs taal u B 10 pas
MeHbIe, yeM ypoBeHb tar2 (Poulet, Kriechbaumer, 2017). ITapamorn4npie reHbl
tarl, tar2 u taal npoumsonum B xone nByx aymiukanuii. CHauana y HIIOII
JBYAOJIBHBIX TIPOM30IIUIA AYTUTMKAIIMS MIPEAKOBOTO reHa taa Ha aBa maparnora tar2
u taal/tarl. 3arem y npenkoB poaa Pe3yxoBujka mpou3olnia AyIUIAKAIKsS T'eHa
taal/tarl na mapanoru taal u tarl (puc. 17, Ilpunoxenue: pucynok I11). To ectsb
JUTS BCEX JBY/IOJIBHBIX XapaKTepHBI JBa mapaiora taal/tarl u tar2, Ho y BuaoB posa
PesyxoBuaka yxe 3 mapanora taal, tarl u tar2. Ucxons u3 uHbopmanuu o
GyHKIMIX U3BeCTHBIX mapajnoroB TAA-mogo0HbIX TeHoB A. thaliana (oauHOUYHBIE
MyTaHThl mo taal wnm tar2 He UMEIOT NPOSBICHUA B Pa3BUTHH) MOXKHO

MNPpCAIIOJIOXKNUTb, YTO (I)YHKHI/II/I OTUX JIBYX TIIapaJIoroB 'y JABYAOJIbHBIX
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nepekpeiBatorcs (Cheng et al., 2006, Stepanova et al., 2008). Takum 06pa3om, 06a
sty mapasora taal u tar2 obecneunBaroT O6a3zanbHbI cuHTE3 TpunTodhana. CTOUT
OTMETUTH, 4TO A7t TAA He HaOMI0AaeTCs YBETMUCHNS YPOBHS Mapaioru3aiu mpu
nepexoje OT MXOB U IJIAYHOB K CEMEHHBIM PACTEHUSM.

["ens1 yucCa xapakTepu3yrOTCss HAMOOJBIIIUM YUCIIOM TOMOJIOTOB HA TEHOM I10
CpaBHEHHIO cO BcemH ocTaibHbiMU (pepmenTamu [1BA: ux mpumepno B 1.5 paza
oonpmie 'y mxoB (6 romosoroB YUCCA) u miaynoB (3 romonora YUCCA),
npuMepHo B 2.3 pasza Oonbumie y oaHOA0JbHBIX (10.5 romosioroB Ha reHom B
CpeaHeM) U MpuMepHo B 3.5 paza Gosbiie y 1By10abHBIX (9.7 romosioroB YUCCA
Ha TeHOM B cpenHem) (puc. 26). Kak yxe oTmeyanoce BbIle, OOJbBIIE BCETO
npencrasutenei pepmenta YUCCA okazanoch y G. max - 23 roMosiora Ha TEHOM.

W3 TeHaeHUMU K pOCTy 4Mcia roMoioroB reHoB ¢epmentoB IIBA B xoxe
HBOJIIOLINY PACTEHUH BBIMAAET TOJIBKO CHUKEHHE 4yHciia (PepMEHTOB y TlayHa S.
moellendorffii mo cpaBHenuto co mxom P. patens kak mns tpéx pepmentoB [1BT
(ASA, ASB u TSB — Ta0. 6, puc. 26), tak u s pepmentoB TAA u YUCCA (tab.
6, puc. 26). OT0 MOXET OBITh CBSI3aHO C PEIYKIIMOHHBIM XapaKTEPOM 3BOJIIOIIH
wiayHoB (Zimmermann, 1951).

Bricoknit ypoBEHb NyIUIMUKALIMU T€HOB YUCCA B XOJ€ IBOJOLUN PACTEHUH 10
CPaBHEHHMIO CO CTENCHBbIO nyruvkamuu aApyrux ¢epmentoB [IBA (puc. 26)
BBI3BIBAECT BOMPOC: KaKUE aJalTHUBHBIC MPEUMYIIECTBA TOJYyYalOT PACTEHUs, OT
3HAYUTEIILHOTO YKuciia romosioroB (mapanoros) hepmenta YUCCA? Jlyudre Bcero
uccinenoanbl Qpyukiuu O0enkoB YUCCA y A. thaliana. B renome A. thaliana
uneHTudupoaHo 11 mapanoros yucca pa3aeleHHbIX Ha YEThIpE MOICEMENCTRa:
(1) yuccas, 5, 7-9; (2) yuccal, 4; (3) yucca?2, 6 u (4) yuccalO, 11. MyTaHThI 10
KaKoMy-THOO OHOMY U3 3THX 11 T€HOB HE MMEIOT (PEHOTUITHMUECKUX MPOSBICHUH,
TaKk KaK OTCYTCTBHE (YHKIMH OFHOTO dYJEHA IOJCEMENCTBa KOMIICHCHPYETCS
aKTUBHOCTBIO ipyrux ero wieHoB (Cheng et al., 2006, Stepanova et al., 2008). B to
K€ BpeMsl y HOKAyTHBIX MyTaHTOB IO TTapaM T'eHOB YUCCA, B CITy4asx, €CJIU AT Mapbl
T€HOB MIPUHAJICKAT K OJHOMY MOJCEMENCTBY YUCCA, HAOII0JaI0TCsl 3HAYUTEIbHBIC

OTKJIOHCHHUS B Pa3BUTHHU PA3JIMYHBIX OpPraHoOB H TKaHEeH Ha Pa3HbIX CTAaIUAX



131

pasButHs pactenus. [lpu aToMm y pactenuit A. thaliana ¢ HokayTHBIME MyTaITUsSIMU
Mo mape TreHOB YUCCA W3 pa3HBIX MOJCEMENUCTB HE HaOIIOJAeTCs 3aMETHBIX
denotunmyeckux 3PPEeKToB, TaKk Kak (PYHKIHIO HEIOCTAIOIIETO I'eHa BBITIOIHSIET
JIpyroi reH u3 Toro ke mojacemerictBa. To ecth 6enku YUCCA kaxmoro u3 4
MOJICEMENCTB 007a1al0T YHUKAIBHBIMU JJIs1 JAHHOTO MOJACEMENCTBa (PYHKIIMSIMH,
Torga Kak (YHKIMH OENKOB BHYTPU KaXJOTO U3 YETHIPEX TMOJCEMEHCTB B
3HAYUTEIHLHOM CTENEHU MEePEeKPhIBAIOTCI MEXKIy co00M B pe3ysbrare 4ero 3hdexr
HOKAQYTHBIX MYyTallMii 1O OJWHOYHBIM T€HaM MOJICEMEHCTBAa KOMIICHCHUPYETCS 3a
cu€T paboThI JPYTUX €ro T€HOB. B TO %e BpeMsi Hy’KHO OTMETHUTh, YTO Y HEKOTOPBIX
JPYTHX PacTECHUH I'eHBI TIOJICEMEeNcTBa YUCC, peacTaBieHHbie y A. thaliana nyms
u OoJiee mapajaoramu, MOTYT OBITh MPEICTABICHBI TOJBKO OJHUM reHoM. Tak y P.
hybrida (cemeticTBo maciéHoBbie) mojceMelcTBO yuccal,4 mpeacTaBiecHO OJTHUM
renom floozy (Cheng et al., 2006; Gallavotti et al. 2008; Abu-Zaitoon et al., 2014)
HOKAYTHBIM MyTaHT M0 KOTOPOMY 00J1aaeT (EHOTUITNIECKUMHU aHOMAIHUSIMH, T.€. ¥
HEro He HaXOIUTcs mapayora Juist komreHncanuu mytanun (Tobena-Santamaria et
al., 2002). ®eHoTunMUECKUE MPOSBICHUS UMEIOT TaK)Ke OJMHOYHBIC MYTaHTHI Y
KyKypy3sl (Z. mays) u puca (O. sativa) (Yamamoto et al., 2007, Gallavotti et al.
2008), XOoTst CBSI3b C OTCYTCTBHEM I1apajiorOB B 3TOM IOJCEMEIHCTBE y puca He
OUYEBHJIHA, TaK KaK MmojceMeicTBo yuccal,4 comepkut npa nmapamora (Os:yuccal u
Os:yuccad).

B tabaume 9 npeacraBnena, onucanHas B HAyYHOU TUTepaType, HHPopMaIus
1o GpyHKIMIM reHoB yucca. M3 Tabauiibl 9 MOXKHO BUIECTH, YTO OCJIKH ITOICEMECTBA
yuccal,4 (remsr yuccal,d y A. thaliana u floozy y P. hybrida, B ta6. 8)
KOHTPOJUPYIOT 3MOpuoOreHe3 u pa3zputue cemeHu. Ho 3tu pyHknum Oenkos
noncemeiictBa  YUCCAIL, 4 B 3HAUWTENbHOW CTENEHU TEPEKPHIBAIOTCA C
bynkuusimu 6enkoB noacemeiricrea YUCCAILO, 11, Tak 4TO TOJIBKO y HOKayTHOTO
MyTaHTa yuccal-,4-,10-,11- nabmronaroTcsi KapAUHAIbHbIE HAPYIIEHUS Pa3BUTHUS
CEeMEHM — B pe3yJibTaTe€ Yy 3TUX MYTaHTOB HE pa3BHUBaeTCs Oa3ajbHas 4acTb
smbOpuona (Cheng, 2007). OtMeTuM, 4TO B TO BpeMs, Kak OCJIKH IOJCEeMelcTBa

YUCCAI10, 11 skcnpeccupytorcss ¥ GyHKIIMOHUPYIOT TOJIBKO HA PAHHUX dTamax
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SMOPHOHATLHOTO Pa3BUTHS W B ceMmeHH, Oenku mojacemerictBa YUCCAL, 4
y4acTBYIOT ell€ U B KOHTPoJIe POpMHUPOBAHUS OpraHOB pacTEHUS Ha 00Jiee MO3THIX
CTaAMsIX €ro pa3BUTHA: (DOPMUPOBAHUE COCYAWCTONW TKaHWU, W IBETOB. benku
noacemeiictBa YUCCA2, 6 tpeOyroTcst 1t 00pa3oBaHUsl COCYIHUCTON TKaHU U
I[BETOB, Pa3BUTH CTEOJIS, a TAKXKE JJIS Pa3BUTHS KOPHS. Tak, OMOCUHTE3UPYIOIINE
ayKCWH JIBOWHBIC MyTaHTHI yuccal yuccad, tpoitaple yuccal yuccaZ yuccad u
yeTBepHbIe yuccal yuccaZ yuccad yuccab maroT MOCTENEHHO YCHJIMBAIOIIEECs
HapylieHue oO0pa3oBaHUsl JKWIOK JIMCTAa. JTO MpPEArnojaraeT, 4YTo s HX
dbopMupoBaHus TpeOyeTcs TOPOTrOBOE KOJMYECTBO AayKCHHA, IMPOU3BOIUMOTO
JOKaabHO (uiaBuH-coAepkanumu MoHookcurenazamu YUCCA (Cheng et al.,
2006). Hampumep, yuccaZz um yuccab sBISIOTCS OCHOBHBIMH TeHamu YUCCA,
SKCIPECCUPYIOIMUMUCS BO Bpems pasButus mbuiblibl (Cecchetti et al., 2008;
Cecchetti et al., 2017; Cheng et al., 2006). Y nBoliHBIX MyTaHTOB yucCCa2 yuccab He
pa3BuBarOTCS (PYHKIIMOHAJIbHAS 3pefias MbLIbIA, HO APYTHUE TPOIECCH Pa3BUTHS Y
MYTaHTOB TPAKTUYECKH HEOTIMYMMBI OT TAKOBBIX Yy PACTEHMH IUKOTO THUIIA
(Cecchetti et al., 2008; Cecchetti etal., 2017; Cheng et al., 2006). /IBoitHBIC MyTaHTBI
yuccal yuccad pe3yXxOBHJIKH HE CHOCOOHBI (DOPMUPOBATH TPETHUUHBIC >KUIKH B
JUCTBSAX U POpMUPYIOT IpephIBUCTHIE KUIKH B I1BeTKaX (Cheng et al., 2006). Takxke
9TH MYTaHTHI yuccal yuccad oOpa3yroT MEHbIIE IIBETOYHBIX opranoB (Zhao, 2018).
UeTepHsie MyTaHThl Yuccal yuccaZ yuccad yuccab mpousBOISAT OyJaBOBUIHBIC
cousetus (Zhao, 2018). Yuccal, yucca2, yuccad u yuccab sBiasitoTCSI OCHOBHBIMU
reHaMu YUCca, sKkcrpeccupyeMbiMu B mpumopausx auctbeB (Cheng et al., 2007).
I'enst yucca3, yuccas, yucca/, yucca8 u yucca9 skcnpeccupyroTcs B KOPHSIX,
a WHAKTUBAIMS OTUX ISITH TE€HOB YUCCA TPHWBOAUT K PA3BUTHIO KOPOTKHUX W
arpasutponHbix kopHei (Cheng et al., 2007). Onnako B moacemeiicTe yucca3, 5,
7-9 GbyHKIIMU HE BCEX MapajoroB, HACKOJBKO 3TO MOXXHO OMPEACIIUTH 10 JaHHBIM
MYTaIlMOHHOTO aHajin3a, B3auMO3aMCHSIEMBI BHYTPH MojceMelicTBa. Tak Oenku
YUCCA 3, 5, 7 y4acTBYIOT B KOHTPOJIC Pa3BUTHUSI KOPHS, TOTJa KakK JBa JPYTruUx
npeactaBuTens 3toro nojacemerictea 0enku YUCCA 8 u 9 A. thaliana kpome storo

eni€ UHIYITUPYIOTCS IPY PAaHEHUH, TO €CTh YYaCTBYIOT B CTPECCOBOM OTBeTe (TalI.
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9). Takum 0Opa3oM, MyTaIIMOHHBIA aHAIM3 T'EHOB ceMmercTBa yucca y A. thaliana

NoKa3bIBaeT, 4to Bce 11 reHoB storo cemeiictBa y A. thaliana ssisrorcs

(bYHKIIMOHATBHBIMU.

Ta6auma 9. @yskiuu romosoros (mapagoroB) YUCCA y HEKOTOPHIX BHJIOB

IMOKPBITOCEMECHHEBIX Ha OCHOBC aHAJIM3a HOKAYTHBIX MYTaHTOB

Mg rena

acCcC.
Oenka

HOMED

OyHKIUU

CchpUIKH

At:yucl

At4g32540

BoBneuén B 5MOpuOreHes M pa3BUTHE
MPOPOCTKOB; HEOOXOAUM IS  Pa3BUTHS
OpPraHOB IIBETKOB, JINCTbEB U COCYIAHMCTHIX
TKaHEH; TPEINOIOKHUTEIFHO OTBEYACT 32
OMOCHHTE3 ayKCHHA B Mo0erax.

Cheng et al., 2007;
Zhao, 2001, 2018

Os:yuccal

BAG97267.1

DKCIIPECCUpPYeTCsl B BEPXYIIKE KOJICOMTHIISA,
BEpXYIIKaX JIMCThEB, KOPHIX M TKaHAX
COCY/IOB; AHTUCMBICIIOBOM BapHaHT
BBI3BIBAET KapAMHAIBHBIC aHOMAJIMH POCTA U
pa3BUTHS KOpHEH, cTeOel 1 IUCTHEB.

Yamamoto, 2007

Zm:spil

ACI43575.1

MyTanT Spil nuiieH narepanbHBIX OPraHOB,
uMmeer 3HAUUTENbHO YMEHBUIECHHOE
KOJINYECTBO KOJOCKOB, a C(OPMUPOBAHHBIC
COLBETHSI B KOHEYHOM MTOre JIMILIEHBI
LIBETKOBBIX OPTraHOB.

Gallavotti
2008

et al.,

At:yucd

At5g11320

VMmeer fBe KaTalMTUYECKH AaKTHUBHBIC
n3opopmel, yuc4a u yucdb; ydacTByeT B
SMOpHOreHe3e U Ppa3BUTUU IPOPOCTKOB;
HEOOXOIUM JUIS Pa3BUTHUSI OPTaHOB IIBETKOB,
JIMCTHEB u COCYIMCTBIX TKaHel;
MPEANIONIOKUTEBHO OTBEYAET 32 OMOCHHTE3
ayKCHHa B 1oberax.

Cheng et al., 2006,
2007; Zhao, 2018

Petunia:floo
2y(fzy)

AAK74069.1

DKcIpeccupyeTrcss B MOJIOJBIX JIUCThAX U
IIPULBETHUKAX U B PA3BUBAIOIMXCS IBETKAX;
MYTaHT NeTyHuu 1o reny floozy ornuuaercs
B 00pa30BaHMU 3a4aTKOB OPraHOB ILIBETKAa B
TpeX KpaHUX MyTOBKaXxX I[BETKA W OJJHUM M3
JBYX IPHULIBETHUKOB y OCHOBAaHUS LIBETKA —
T.0., OH 3a0JOKMpOBaH Ha paHHEH cTaauu
pa3BUTHs; KpoMe TOro, He GopMHUpyeT
BTOPUYHBIX  JKWIOK Ha  JIACTBIX U
MIPULBETHUKAX u JIEMOHCTPUPYET
YMEHBIIIEHHOE BEPXYIIEYHOE
JOMMHHUPOBAHUE B COLBETHH.

Tobena-
Santamaria, 2002

At:yuc2

Atdg13260

HeoOxomum ans  gopmupoBaHusl OpraHoB
LIBETKOB, JIUCTBEB WU COCYAMUCTBIX TKAHEN;
IIPENONIOKUTEIBHO OTBEYAECT 3a OMOCHHTE3
ayKCHHa B 1ooerax.

Cheng et al., 2006,
2007; Cecchetti et
al., 2008; Cecchetti
et al., 2017; Zhao,
2018




[Tpogomxenue Tadbauist 9

134

Nwms rena acc. Homep OyHKIIIHN Cebliku
Oenka
At:yucé At5g25620 HeoOxomum st opmupoBanust opranoB | Cheng et al., 2006,
IBETKOB, JIMCThEB U cocymucThix TkaHel; | 2007; Cecchetti et
MPEANOIOKUTENBHO oTBe4aeT 3a ouocunres | al., 2008; Cecchetti
ayKCWHa B IMoOerax. et al., 2017; Zhao,
2018
Os:yucca4 | BAB32703 AHTUCMBICTIOBOM BapHaHT IeHa BbI3bIBaeT | Yamamoto, 2007
aHOMAJIMH POCTa U Pa3BUTHUS CTEOIsL.
At:yuc3 Atlg04610 [IpenmonoxkutenbHO oTBeyaet 3a OuocuaTe3 | Won, 2011; Cheng
aykcuHa B moOerax. OtBevaer 3a 6mocuntes | et al., 2007; Chen
AyKCHHA B KOPHSIX. etal., 2014
At:yucs At5g43890 [IpennonoxutensHo oTBevaet 3a buocunre3 | Woodward, 2005;
aykcuHa B moberax. OtBedaer 3a 6uocunre3 | Cheng et al., 2007;
AyKCHHA B KOPHSIX. Chen et al., 2014
At:yuc7 At2g33230 [IpennonoxutensHo oTBevaet 3a 6uocunre3 | Won, 2011; Cheng
aykcuHa B moOerax. OtBedaer 3a 6uocunre3 | et al., 2007; Chen
ayKCHHA B KOPHSIX. etal., 2014
At:yuc8 At4g04610 OTtBeuaeT 3a OMOCHMHTE3 ayKCHMHA B KOpHsX; | Won, 2011;
nonoOHo yuc9, unnpynupyercs panenueM; | Hentrich et al.,
MpEeIoiIaraeMblii TeH cTpecca. 2013; Cheng et al.,
2007; Chen et al.,
2014
At:yuc9 Atlg04180 OtBeuaer 3a OMOCHHTE3 ayKCMHAa B KOpH:X; | Won, 2011;
nofo0HO yuc8, wmHaynmpyercs panenuem; | Hentrich et al.,
MIPEAIIOIaracéMplil T€H CTpecca. 2013; Cheng et al.,
2007; Chen et al.,
2014
At:yucl0 At1g48910 Urpaer BaxHyto ponb Ha panHux ctaausx | Cheng et al., 2007
pPa3BUTHUS CEMSH.
At:yucll Atl1g21430 Urpaer BaxHyto ponb Ha panHux ctaausx | Cheng et al., 2007
pPa3BUTHUS CEMSH.
Os:yuccall | Os12G08780 | Dxcnpeccusi OorpaHUINBACTCS TKAaHBIO Abu-Zaitoon, 2012

SHJI0CTIEpMA.
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5.2 Tlono:xkuTE/IbHASI KOPPEJIALUS MKy YHCJIOM FOMOJIOTOB pPsia
(pepMeHTOB IyTH OMOCHHTE3a TPUNTO(AHA U CJI0KHOCTHI) OPraHU3MOB

pacTeHuH

HccnenoBanne Borems m Xoptueit (Vogel, Chortia, 2006) 36 Bumos, u3
Pa3JIMYHBIX TAKCOHOB 3YKapHOT, TOKA3aj10, 4To KcmaHcus 194 6eaKkoBbIX CeMENCTB
(olIeHKA TPOBOAMIIACK 10 U3MEHEHHUIO OOIIETO YK CiIa OSITKOBBIX JOMEHOB B KKJIOM
ceMeiictBe) U3 1 219 uccinenoBaHHBIX UMU CEMENUCTB MOJIOKUTEIIBHO KOPPEIUPYET
C POCTOM YHCJIa KJIETOYHBIX THUIIOB.

[ToaToMy, ecnu QyHkiuu TpuntopaHa kak cyOcTpata [Uisi CHUHTE3a
PEryJATOPHBIX HU3KOMOJIEKYJIIPHBIX COCIWHEHHUI CYIECTBEHHBI NJii PacTEHUU,
MO>KHO TPEJIITOJIOKUTh, YTO yBEIUUYeHHE yucia romosoroB gepmentos 16T, T. e.
CJIO)KHOCTU DJTOr0 MyTH, OyJAEeT KOPPEIUPOBATH C YBEJIMUYCHHEM CIIOXKHOCTH
pacTeHU B IPOIIECCE UX DBOJIIOIUU.

Haubosnee ucnonb3yeMbIM MOKa3aTesieM CIOKHOCTH OPTaHU3MOB SIBJISIETCS
KOJIMYECTBO THUIOB KJIETOK (monpasaen 1.5 «/lymiaukanmuum reHOB W SBOJIOIUS
CIIO’)KHOCTH JKHUBBIX OpraHu3mMoBy» 1 riaBsl «O030p nuTepaTypbl»). OIHAKO YKCIIO
KJIETOYHBIX THUIIOB OLIEHEHO JIJIsl OTPAaHUYEHHOTO Kpyra opranu3mMoB. B pabore Jlanr
u 1p. (Lang et al., 2010) GbLa BBIsBIICHA MOJIOKUTEIBHAS JOCTOBEPHAS KOPPEIISALINS
MEXIy YHCIIOM TeHOB (OenKoB), acconmupoBaHHBIX ¢ TpaHckpumiuen (BAT) u
YUCJIOM KJIETOYHBIX TUIOB ISl psiia OPTaHU3MOB, MPEJICTABIISIONINX Pa3TUYHBIC
KpPYITHBIE TAKCOHBI. B CBSI3U C UeM, B KAUECTBE MMOKA3ATEIsI CIIOAKHOCTU OPTaHU3MOB
pPacTeHM, MbI HCIIOJIL30BAIH J0JII0 TeHOB BAT cpenu Bcex 0eIOK-KOIUPYIOIINX
reHoB opranusMa (Fsar). DTOT Mokaszareib ObLI B3IT HAMHU JUIS OLEHKH CJIOKHOCTH
OpPraHU3MOB, TaK KaK OH JIOCTYTICH JJi O0Jiee MTUPOKOT0 Kpyra OpraHu3MOB 1 OoJiee

TOYHO OIPCACIIACTCA, YCEM YHUCJIO KIICTOYHBIX THIIOB.
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Ta6auua 10 — 3aBucumocts umucna romonoroB IIBT mis xaxnmoro uz ¢epmentoB IIBT or
napamerpa Fpat

CEMENCTBO OENKOB r p
ASA 0.56 0.0025*
ASB 0.69 0.031*
PAT 0.29 0.27
PA| 0.79 0.0033*
IGPS 0.59 0.015*
TSA 0.43 0.094
TSB 0.38 0.15

B Tabmume mnpencraBieHsl Kod(QGUIMEHTH Koppensiuu () ¥ YpPOBHH CTaTHCTHYECKOM
3HAYUMOCTH (P) [UIs OTHX JBYX MapamerpoB. * - nocroBepHbie 3HaueHus (P <0.05). 3nauenue Fpat
JUIsl pacyeTa B3aMMOCBsI3H ObLTO B3TO U3 ctathbu Jlanr u ap. (Lang at al., 2010).

Hcxoas u3 3TOro Mbl MPOBENIA aHAIW3 3aBUCUMOCTH MEXAY CII0KHOCTBIO
opranuzanuu pacteHuit (Fpat) 1 unciom romonoroB reHoB [IBT B renomax 24-x
BHUJIOB PACTEHUH, MPUHAJIEKAIINX PAa3HbIM TaKCOHAM, C MOMOIIBIO IPOTrpaMMBbI
statistica  8.0. IIpoBeneHHBIM aHaIW3 BBIIBUJ CTATHUCTUYECKH 3HAYUMYIO
MOJIOKUTEIIBHY IO KOPPETSILIUIO MEXKIY CI0KHOCThIO OpraHu3MoB pacteHuit (Fpar) 1
9UCJIOM ToMoJIOToB JuIs 4-X u3 7 6enkoB pepmenToB I[IBT: ASA (p=0.0025), ASB
(p=0.031), PAI (p=0.0033), IGPS (p=0.015) (Tadm. 10).

Takke BbISIBICHA 3HAUMMasi IOJIOKUTENIbHAS  KOPPEISLUs  MEXKIY
napamMeTpoM Fpat M CyMMapHBIM YHCJIOM TOMOJIOTOB BCEX (EPMEHTOB MYyTU

ounocunTe3a Tpuntodana pacrennii (r=0.77; p<0.0005, puc. 27).



137

= .
: 221LIT T T T T T T T T T T T T T T T
—g- L Z_ mays |
o
E 20 -
= | r=077p=0,0005 _
= A thaliana
= 181 ° 1
o
i} L
=
Iat

=
X I . max
E L (). sativa

- . -
g I .P. trichocarpa 1
% 121 y 1 P patens ° 1

M. truncatu

= T oC- papaya |
S10| , -
o . COMMuNis :
s | e o .C. bicolor 1
= sl . . V. winifera )
= C. remdhardtii O, . 5. moellendorffii
o S 00 tauri @7 .
E a 1 le{mﬂq 1 1 1 I 1 1 L I 1 1 1
E 1 2 3 4 5 a T & 9%

CIIOXKHOCTE OPTraHH3MOE cormacHo [Lang et al., 2010]

- 3ejIeHble BOJIOPOCAH ® - MXH @ - IIJIayHbl @®- OJHOJIOJILHEIE ® — NTBYI0JILHEIE
Pucynoxk 27. I'paduk 3aBUCIMOCTH YHCIIa TOMOJIOTOB (DEPMEHTOB ITyTH OMOCHHTE32
Tpunrodana ot nonu reHoB BAT B renomax pacrenuid, Fsat. ITo ocu X oTi10’keHO 3HaUCHHE
napamerpa Fpar (BeipaxkeHHoe B %). I1o ocu Y OTJIONKEHO CyMMapHOE YHCIIO TOMOJIOTOB O

BceM pepmentaM [1BT. KoapdunueHnT koppensiuuu 1 ypoBEeHb €ro 3HaYMMOCTH IS

3aBUCHMOCTH MPUBEJCHBI Ha rpauke

Ha rpaduke (puc. 27) 3enenbie Bogopociu otaena Chlorophyta
IIpeICTaBICHBI TPEMsI BUIAMHM OJHOKIIETOUHBIX 3eIEHBIX Bogopocieit C. reinhardtil,
Ostreococcus lucimarinus, Ostreococcus tauti u ogHUM BHAOM KOJOHHATBHBIX
Bojtopocieit Volvox carteri. V. carteri o6pasytot Oosiblire, ceprudeckrue KOJOHUH,
cocrosime u3 2-6 ThICAY XJIAMHHOMOHA0-1107100HbIX KieTok (Lee, 2005). V atux
4-X, mpeJICTaBJICHHBIX B UCCJIEAOBaHUU, BUIOB Bogopocieit nonst BAT cpenu Bcex
O€IOK-KOUPYIOIIUX T€HOB coCTaBisieT oT 2 10 3 % u kaxapiid u3 pepmenton [1BT
B X F€HOMax IPEJICTaBJICH OJTHON KOMHUEHN reHa, TO €CTh Yy KaXKJ0TO U3 ITUX BUJIOB
7 depmentoB IIBT npencraBieHsl 7-10 TeHAMH, KaK ATO BUIHO Ha rpaduxe. Y

wiayna S. moellendorffii mons BAT cocraBnsier 4.5% u dpepmentst IIBT y atoro
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BUJIa TIPEJICTABIICHBI TOXE 7 TeHaMH (TO €CTh KaXIbI (pepMEHT mpejcTaBieH |
konuel rena). Y mxa P. patens gonst BAT cocrasnsier 5% u Bce pepments! [1BT y
HEro Mpe/IcTaBjIeHBI yKe 12 mapanoramu (B cpeiHeM aiid myTy 1.71 konuu reHa Ha
dbepmenT). Y onHomonbHBIX 10yi1 BAT coctaBiser oT 5 10 6.8% u 4mCiIO BCex
napanoroB ¢pepmenToB [16T y Hux Bapsupyet ot 14 10 21 rena (B cpenaem oT 2 110
3 kommii reHa Ha pepment). U y nBynonsHbIx noist BAT mensiercs ot 3.8 mo 8.5%
u yncio Beex napanoros pepmentoB [1BT y Hux cocrasnsier ot 9 1o 18 (B cpennem
ot 1.29 go 2.57 komnuit reHa Ha ¢depment). M3 yero MoXXHO caenaTh BBIBOI O
(GYyHKIMOHATBLHOM CBSI3M  MEXAY YPOBHEM IYyIUIMKAIMi TEeHOB (EepMEHTOB

OnocHHTE3a TpI/IHTO(baHa N YCIIO)KHCHUECM OPIraHU3MOB paCTeHI/Iﬁ B XO0A€ 5BOJIFOIIHMH.

5.3 O0cy:xknenue

JUist Toro 4yToOBI MOHATH AIANTUBHBIA CMBICT TyIruMKauui gepmentoB 16T
pPacCMOTPUM ONMCAHHBIE B HAYYHOI JInTepaType (yHKIMHA TOMOJIOTOB (IIapaJioroB)
(depMeHTOB 3TOro myTu. OYHKIMH apajoroB XOPOULIO BBISABISAIOTCA B (DEHOTHUIIE B
pe3yibTaTe HOKayTHBIX MYTAlMid T€HOB-NIAPAJIOTOB Y PaCT€HUN B 3aBUCUMOCTHU OT
pas3HbIX cocTosiHuM cpenbl. Hampumep, y A. thaliana ren asa2 skcnpeccupyercs Ha
KOHCTUTYTUBHOM 0a3aJIbHOM YpOBHE, a YPOBEHb 3KCIIPECCUH €ro napayiora asal B
JIECAThH pa3 BbIIIE U MOXKET JIOMOJHUTENILHO MOBBIIIATHCS B OTBET HA PAHEHUE WU
nHpunrpoBanue 6akrepuanibHpiMu aTorenamu (Niyogi, Fink, 1992). Ananoruuno
reabl asal Ruta graveolens m oasa2 O. sativa japonica skcmpeccHpyroTcs
KOHCTUTYTHBHO, a TeHbl asa? R. graveolens u oasal O. sativa uuaynupyroTcs
paHeHuEeM pacTeHHUs WK B OTBET Ha martoreHsl (Bohlmann et al., 1995; Tozawa et
al., 2001). Dro mpemnonaraer yuactue Broporo mnapaigora ASA2/OASAI1 B
3alIUTHOM OTBeTe pacteHus. [ en, koaupyronmii TSB2 y A. thaliana, mpoaytupyer
tonbko 10 % MPHK Tpuntodan cunTazel f B TKaHSAX JHMCTA, SKCIPECCUPYETCS
KOHCTUTYTHUBHO Ha 0a3aJlbHOM YpPOBHE M HEOOXOJMM JUIsl POCTa PAacTeHUs IpPH
HeJocTaTKe ocBelleHus. Ero mapaor, rex, kogupyromuii TSB1, sxcnpeccupyet 90
% Bceit MPHK TpunTodan cunTassl 3, HO UL NPU IPKOM OCBEIIEHUH, HAIPOTUB,

€ro JKcIpeccus noaanisieTcs: HegoctatkoM ocBemienus (Last et al., 1991). T.e. ren
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tsbl obecrieunBaet paboty pepmenta TSB Ha BEICOKOM ypOBHE MPH HOPMAITLHOM
JTHEBHOM SIDKOM OCBEIICHHH. B ycnoBuUSX K€ 3HAUMTENILHOIO HEJ0CTaTKa CBETa
pabortaet Tonbko TeH tSh2, obecneunBas paboTy QepmMeHTa M, COOTBETCTBEHHO,
CUHTE3 TpUNTOo(aHa HA HU3KOM MUHHUMAJILHOM YPOBHE.

Taxum 06pa3zoM, ucxos U3 u3BeCcTHBIX PpyHkuuii napaigoroB ASA u TSB y
CEMEHHBIX PACTEHHI, MOYKHO MPEANOJIOKHUTb, YTO OJUH M3 IapajoroB OOBIYHO
oOecrieunBaeT Oa3albHBIA YpPOBEHb CHHTE3a TpUNTOPaHa B ONTUMAIBLHOM
CUTyallud, a JApyroi mnapajior (Ju00 HECKOJbKO TMapajoroB) €ro CHUHTE3 B
HKCTPEHHBIX CUTYaIUIX.

BeIxox pacTeHMH M3 BOJHOM Cpelbl HAa CyILly COIPOBOXKIAJICS PE3KUM
YBEJIUYEHHEM U3MEHYMBOCTH TApAMETPOB cpebl. PacTenns npucnocabauBamuck K
HOBBIM YCJIOBHSIM 32 CUET YCJIOXKHEHHSI UX MOP(OJIOrUU: yBEIUYEHHUS KOJIUYECTBA
TKaHeW (TMOSIBIEHWE KOpHEW; JIMCThEB, pPAa3BUTOrO CTEOJsl; HOBBIX TKaHEH;
MO3BOJIMBUIMX OCBOUTH CYIIly MAallOPOTHUKAM, XBOILIAM, IJIayHaM; IEPEX0]T OT CIIOP
K CEMEHAM — Yy CEMEHHBIX MallOPOTHUKOB (MCKONAEMbIX PAacTEHUN), TO3BOJIMBILIUI
pacTEeHUsIM OTOPBATHCS OT SKOCUCTEM C BBICOKOW BIJIAKHOCTBIO; MOSBICHHS TKaHEU
L[BETOB M IUIOJIOB y MOKPHITOCEMEHHBIX PACTEHUI) U YCIONKHEHUSI MOJIEKYJISIPHO-
TEHETUYECKUX CHUCTEM pacTeHUuil. DTO YCIOKHEHHE MOPQOJOTUU IO3BOJIUIIO
pacTeHUsIM 3aHUMAaTh B MPOLIECCE 3BOJIOLUU BCE OOJBIIEE YMUCIO IKOJOTUYECKHUX
HUIII, @ TAKKE OCBOUTH HUILU CO 3HAUUTEIbHBIMU KOJICOAHUSIMU YCIIOBHUM (>kapa —
XOJION, JOXIW — 3acyXxa M T.J.). OTO OOCTOSTENbCTBO MOXKET OOBSICHUTH
BBISIBJICHHBIC HAMU TIOJIOXKUTEIBLHBIEC KOPPEIAIUU MexXay noyieit reHoB BAT (mepoit
CJIOKHOCTH OpTaHU3Ma) ¥ YUCIIOM TOMOJIOTOB (DEpMEHTOB CUHTE3a TpUIITO(haHa KaKk
st Beero IIBT B nenom, tak u gy tpex (ASA/ASB, PAI u IGPS) u3 mectu ero
(epMEHTOB B YaCTHOCTH, TaK KaK TPUNTO(MAH CIY>KUT HUCTOUHUKOM JUIsl CHHTE3a
ayKCHHA — KJII0YEBOT0 TOPMOHA, PETYIUPYIOLIErO Pa3BUTHE PACTEHUM.

Ha rpaduxe (puc. 27) npuBiiekaeT BHUMaHHUE BBINAJCHUE IJIAyHOB (S.
moellendorffii) u3 oOmeit TeHACHIMH K POCTYy YPOBHSA AYIUIMKALMH T'€HOB
depmentoB [IBT B xoxe »Bomonuu. Tak y muiayHa, Tak e Kak y 3eleHbIX

Bogopociieit, Bce pepmenTs! [IBT npencraBnens! oqHo# konuei reHa. Toraa kak y
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mxa (P. patens) psag ¢gepmentoB IIBT aymmummpoBano: ASA mpencraBieHo 2
napanoramu, ASB — 2 mapanoramu u TSB — 4 napanoramu (ta6m. 7). XoTs MXH
MOSIBIJIMCH B 3BOJIIOLIMU paHblle, yeM IutayHbel. CHadama B SBOJIOIUH Ha3eMHBIX
pacTeHMIA TIPOU30IILIa TUBEPTEHIUS HA MOXOOOpa3HbIE M COCYAHMCTHIC PACTCHUS.
Cocyauctele pacTeHus: MosBIINCH ~410 MUJIITMOHOB JIET Ha3aJl, 3aTEM paclaiuch
Ha HECKOJBbKO JMHUM, W3 KOTOPBIX COXPAaHUIHNCHh TOJIBKO JABE: 3Y(PUILTOPHUTHI
(TarmopOTHUKU U CEMEHHBIE PACTCHHS) M IIayHOBHIHbIC Hiu Jukodursel (Banks et
al., 2011). IInayHsl MOSIBIJIUCH B DBOJIOIMH MPU JUBEPTEHIMH OOIIUX IMPEIKOB
COCYJMCTHIX pPAaCTEHUI Ha TUIAyHOBHIHBIC, a TaK)KE MAOPOTHUKA M CEMEHHBIC
pactenust (Spencer et al., 2020). 910 MOxeT ObITh OOBSICHEHO PEAYKIIMOHHBIM
XapaKTepoM SBOJIONUHM TulayHOB. [Ipeamomaraercsi, dYTO TUIAyHOBHUIHBIC
(MTMKOGUTHI) BO3HUKIM IyTeM pEAyKIMA H3 0OoJiee CIO0XKHOTO COCTOSHHS
NpEIIIeCTBeHHUKA, B  pe3ylbTaTe IMpolecca IBOJIONMOHHONW  PEeIyKUIUU
(Zimmermann, 1951). Tak, mmaynel poxa Selaginella obnmamaroT upe3BBIYAHO
MaJICHbKUMU TeHOMaMu (rarionanabii renom 84-110 Mb) (Little et al., 2007). Toraa

KaK, HalpuMep, pasmep reHoma mxa P. patens (~487 Mb) (Cove et al., 2015).

5.4 3axir0oueHue mo riiase 5

BelsiBiieHa craTHCTHYeCKHM 3HauuMMas mojoxkuTenabHas cBsa3b (P=0.0005)
MEXy TlapaMeTpoM Fpat (Z10J1€# T€HOB, aCCOIMUPOBAHHBIX C TPAHCKPUIIUEH MO
OTHOIICHHIO K YHCIY BCEX OCIIOK-KOAMPYIOIIMX TEHOB B  TI'ECHOME),
paccMaTpUBaE€MbIM KaK Mepa CI0XKHOCTH OPraHU3Ma, W YKHCJIOM BCEX T'OMOJIOTOB
dbepmenToB B IIBT y pactenuii. Takxe ObUIH BBISIBIIEHBI CTATUCTUYECKU 3HAUYNMBbIC
MOJIOKUTEIIbHBIE KOPPEIISILIUU MEXAY Fpar M UMCIIOM TOMOJIOTOB YETHIPEX U3 CEMU
oenxoB ¢epmentoB I[TIBT: ASA (p=0.0025), ASB (p=0.031), PAI (p=0.0033), IGPS
(p=0.015). BT KOppeIAILUK MOTYT ObITh CBSI3aHBI C aJaNTAlUSIMUA PACTCHHI B OTBET
Ha PE3KO€ YCJIOKHEHHUE YCIOBHI CPe/Ibl MPU BBIXOJAE PACTEHUM U3 BOJbI HA CYIIY U

ee ):[aaneﬁmeM OCBOCHHH, BLIPpAXAIOIIMUMUCHA, KaK B YCIIO)KHCHHUHW OPraHH3MOB
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(ycnmoxxuenne Mopdomoruy, Yucia TKaHEH), TaKk U B COOTBETCTBYIOIIEM
YCIIOXKHEHUU PEryJsIui OMOCHHTE3a TpUNTO(aHa.

B xone nccnenoBanus pacrnpoctpaHEHHOCTH roMoJioroB [TBA ObL1O BBISIBIICHO,
yro romosiord ¢epmertoB ITIBT (ASA, ASB, PAT, PAI, IGPS, TSA u TSB) ects B
BCEX HCCJIEIOBAHHBIX OpraHrM3Max (MCKIIOYEHHE COCTaBiIsIeT OTCyTcTBHE ASA y
Chlamidomonas reinhardtii — BeposiTHO 0 TIPHUYNHE HETOCEKBEHUPOBAHUSI TCHOMA).
Torma kak romosoru depmertoB TAA u YUCCA ecth y Bcex HCCIEIOBaHHBIX
HA3eMHBIX PACTCHUN HAYMHAS CO MXOB W IUIAYHOB, HO OTCYTCTBYIOT Y 3€IEHBIX
Bomopocreii (Chlorophyta).

KomunuectBennslii ananu3 uucia romosioroB ¢epmentoB [IBA y pacrenuit
nokazan, 4uro Bce ¢epmentel IIBT y 3enénnix Bomopociaeir (Chlorophyta)
MIPEICTABICHBI OJJHUM TOMOJIOTOM, HO Y Ha3€MHBIX PACTEHUN MPOUCXOTUT yMEPEHHAs
MYJIBTHIDTAKAIMS (TIapajoru3anus) HeKoTopbix (epmentoB storo mytu (1 - 4.5
TOMOJIOTa B CPETHEM Ha TCHOM JIJISI TAKCOHOB PACHEHUIA).

[Tpu sTom umcno romosoroB TAA nmocturaer 4-x yxke y MXOB U OCTa€rcs
CTaOWJILHBIM B TAJTLHEHIIICH SBOTIOIMU HA3€MHBIX pacTeHU (2-4 roMosiora Ha TEHOM).
Torna kak uncio romosioroB Y UCCA kapInHaJIbHO YBETMYMBACTCS B XO/1€ SBOJIIOIUN
Ha3eMHbIX pacTeHuit (6 roMosoroB a1t Mx0B, 3 — is miayHoB u 10.5 1 9.7 romosioros
Ha TCHOM Y OJJHOJOJIbHBIX M JIBYJIOJBHBIX, COOTBETCTBEHHO). UTO, BEPOSATHO, CBA3aHO
c teM, utro ocymectBisemas (epmenramu YUCCA mocnennsis peakimsi [1IBA
npeBpainenne nuposuHorpagHoii kuciotel (UIIK) B aykcumn (MYK) sBusiercs
JMMUTUPYIOIMM 3BeHOM 3Toro mytu (Zhao et al., 2001). 3HauuTeNnbHOE YHCIIO
romMoJioroB (mapajioroB) (epMEHTa C pa3IMUuHON PETYJIAUed MOXKET ObITh
3(pHEKTUBHO TOIBKO I TUMUTUPYIOLIETO 3B€HAa OMOXUMHUYECKOT'O Iy TH.

AHanu3 u3BecTHBIX (pyHKIMi mapanoroB ¢gepmentoB [IBA mokasan, 4ro B
pe3yabpTaTe mapajorusanus reHoB nmytu Omocunrte3a tpunrodana (IIBT) u TAA
OJMH Tapajor/mapajorn oOecrneynBaeT Oa3albHbIC YPOBHU ayKCHHA, a APYrou
(mpyrue) mapasor (mapajord) y4acTByeT(I0T) B peakilM¥ OpraHu3Ma B II€JIOM Ha
AKCTpEMaIbHBIC WM ONTUMAJIbHBIC CPEIOBBIE CUTyaIluu. To €CTh 3TH (PEepPMEHTHI

o0ecrneynBaloT U3MEHEHHE CHHTE3a dyKCHMHa Ha YPOBHC BCCTO OpraHru3mMa B OTBCT
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Ha U3MEHEHHS OKpY’Karolei 00CTaHOBKH. TakuM 00pa3oM, OHM OTBEYAIOT 3a POCT,
KU3HENIEATEIbHOCTh BCETO PACTEHMS] UM €ro pEeakiMd Ha BHEIIHUE CTUMYJIBL
OBOIOIMOHHBIE M3MEHEHHS B ATHX (DepMEHTax MO3BOJISIIOT BCEMY OPTaHU3MY
pacTeHusi aJanTUPOBATHCS K TJIOOAIBHBIM HW3MEHEHHUSIM BHEIIHUX YCIOBUH.
AnanTanus opraHu3Ma B IIEJIOM K HU3MEHEHHUSM B OKpPYXKAIOIIUX YCJIOBHSIX
€IMHCTBEHHBIN cr1oco0 mpucnocoOaeHus ManogudGhepeHIIMPOBAHHBIX OPTaHU3MOB
K U3MEHSIOIIMMCS YCIOBUSIM.

Anamu3 wu3BecTHBIX ¢yHKnuid mapaioroB YUCCA mokazam, 49TO 3TH
Hapaiord aKTUBUPYIOTCS CTaJIue- U OpraHo-/TKaHEeCTICIIUPUYHO, PETYJIUPYS B TAKOU
MaHepe, JIOKaNbHO, JAelieHue, pocT U auddepeHIUpoBKy KiIeTok. B pesynbrare
ornenpHbie Tapaiord YUCCA 1o3BONSIIOT perympoBaTh CHHTE3 ayKCHHA
JIOKaJIbHO, B Pa3IMUHBIX OpraHax, TKaHsIX U Ha pa3HbIX CTaJIUSAX PAa3BUTHUS PACTECHUS.
YTo TO3BONIET PACTEHUSAM pEarupoBaTh Ha CPEIOBBIE CTUMYIBI JIOKAIBHO:
peaKusIMU B OTACTBHBIX OpraHax M TKaHSIX WIA Ha Pa3HbIX CTAaUSX Pa3BUTHSL.
Takxe 3TO MO3BOJSET PACTEHMIO AJANTHPOBATHCSA K TJI00AIbHBIM H3MEHEHUSIM
BHEITHEH Cpe/Ibl IOKAIBHO, aAaNTUPYSICh K HUM H3MEHEHUSIMH OT/ICTbHBIX OPTaHOB,
TKaHEed WM B OTAEIbHBIX CTaAMSIX Pa3BUTHUS. DTO OCOOCHHO AaKTyaJabHO JJIst
BBICIINX PACTCHUM, TaK KaK Y HUX pa3Hble OpraHbl (KOPEeHb, CTEOEIb, TUCThS) WU
4acTH pacTeHHs (pa3HbIe YYACTKH CTBOJIA M JIUCThS y IEPEBHEB HA Pa3HBIX sIpycax)
CYLIECTBYIOT B COBEpPUICHHO pa3HbIX OJKOJOTMYECKUX YCIOBUSAX M JOJDKHBI

aalTUpOBATBCA K Pa3IMYHBIM CHUTYallUsAM 0ojee-MeHee HE3aBHCHUMO Apyr oOT

apyra.

3AKIIOYEHMUME 110 ATUCCEPTAIIUU

AYKCHUH SIBJISIETCS KJIFOYEBBIM TOPMOHOM, KOHTPOJUPYIOUIUM OOJBITUHCTBO
MpoIecCCOB pocTa U MopdoreHeza pacteHuid. Tak Kak pacTeHUs] BEIyT CUISYUN
o0Opa3 >KM3HHU, TO PETYJSIUs pocTa U Mop(doreHeza pacTeHUd SBISETCA I HUX
OCHOBHBIM CITOCOOOM aJanTaliuu K YCJIOBUSM OKpYyKarouiehd cpeanl. M3ydeHue

NosIBJIEHUS U 3TanoB ’Bomonuu I1BA y pacteHuii momMmoraer HaM MOHSTh, 3a CUET
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YEero pacTEHHUsI CMOTJIM MEPEUTH OT BOJAHOTO K HA3eMHOMY 00pa3y >KU3HU U Jiajiee
aJIanTUPOBAIIUCH KO BCE 00Jiee CypOBbIM HA3€MHBIM SKOCHUCTEMaM.

Ha nepBom »Tame Haiiero ucciaegoBaHWS MbI MPOBEJM aHAIU3 SBOJIIOIUU
dbepmentoB IIBT y HazeMHbIX pacTeHuil. Hammm pe3ynbTaTrbl COIacyroTcs C
BbIBOIOM O3 1 ap. (Yue et al., 2014) o Tom, uto psin reros I1BT mosBuics y o0mumx
MPEAKOB KPACHBIX M 3€JIEHBIX BOJOPOCIEH B XOJI€ BEPTUKAIBHOW IBOIIOLUHU OT
MPEIKOB IIMAHOOAKTEPUH U, JOTIOTHUTENIBHO, OTBEPKAAIOT €ro. JluBepreHiuu Ha
napajioru Bcex reHoB gpepmenTtoB IIBT mpoucxoasT coBMecTHO ¢ 0Opa3oBaHUEM
KPYIHBIX TAKCOHOB, YPOBHS HE HI)KE KJ1acca, UJTU M03Ke, HO HE /10 UX 00pa30oBaHusl.

Ha BTOpOM 3Tamne Hamero ucciieJ0BaHus Mbl IPOAHAIU3UPOBAIN SBOJIOLNIO
cemeiict 6enkoB TAA u YUCCA.

beuto mokaszaHo, uto Oeigok KNTAA xapoduroBoii Bomopociau K. nitens
Oonee ONM30K K ainMHa3aM, 4eM K Oenkam TAA Ha3eMHBIX PACTEHH, 4TO
noaaepxkuaer runoredy 0> u ap. (Yue et al., 2014) o nmpuobperenuun TAA
paHHUMU Ha3eMHbIMH pacTteHussMu B pesynbrate [TIIT ot Oaktepuii x HIIOII
HAa3€MHBIX PaCTCHUM.

Taxoke ObUIO MOKAa3aHO, YTO BIEPBBIE ONMHCAHHOEC HAMHU CEMEUCTBO OEJIKOB
FMO tuna llb, Bxmrouaromiee B ceOs panee ommcanubiii 6emok GAQ82387.1 K.
nitens — romosor YUCCA (Wang et al., 2014), He sBisieTcst OJIM3KOPOICTBEHHBIM
no otHomeHuro k 6enkam cemeiictea Y UCCA. Urto nomnepkuBaeT runore3y HO3 u
ap. (Yue et al., 2014) o npuo6perernn Y UCCA paHHUMH Ha3eMHBIMH PaCTCHUSIMU
B pesynbTate ['TII" ot 6akrepuit k HITOII HazeMHbIX pacTeHU.

Ha TperheM »5Tame Haliero WCCIEIOBAHUS Mbl IPOAHAIU3UPOBAIU
nymkanuu - gepmeHTtoB [IBA, 49TOOBI OIEHUTH POJIb UX MYJbTUILUIMKALIUU
(mapanorusanuu) B 3BOIONKUN GYHKIIUN PACTCHUH.

Bbr110 mokazano, 4To CyIieCTBYET JOCTOBEPHAs MOJIOKUTEIbHAS KOPPEISIUs
MeXy o0mmM guciaoMm romotioroB ¢epmentoB IIBT y pactenuit u nosneit reHos,
aCCOIMMPOBAHHBIX C TPAHCKPUIILINEH, B TE€HOMAax pacTeHUU (XapaKTEepUCTHKA,
paccMmaTpuBaeMasi Kak Mepa CJI0OKHOCTH OPTaHU3MOB). AHAJIOTUYHAsI 1I0CTOBEpHAs

IIOJIOKUTCIIbHAA KOPPEILAIUA OblIa TOKa3aHa TakKe U MCIKAY YUCIIOM OTIACJIBbHBIX
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romosioroB (epmentoB storo mytu (ASA, ASB, PAI u IGPS) u nmoneit reHos,
aCCOILIMMPOBAHHBIX C TPAHCKPUIIIIMEH, B reHoMax pacteHuil. [locnennss otpaxkaer
CJIO)KHOCTBIO OPTraHM3MOB pacTeHui. llomydeHHbIN pe3yapTaT CBUAETENBCTBYET O
(YHKITMOHATIBLHOM CBSI3M MEXIY YpOBHEM IyIuiukarnuii reHoB ¢pepmentoB I1BT u
YCIIOKHEHUEM OPTaHU3MOB PACTEHUH B XOJI€ ABOJIIOIUH.

Taxoke nokasano, uro romosioru pepmentos [IBT (ASA, ASB, PAT, PAI, IGPS,
TSA u TSB) ectb BO BceX HCCICIOBAaHHBIX OpraHM3Max pPacTEHHH, TOrga Kak
romonioru ¢pepmeHToB TAA m YUCCA ecTh y BCEX HCCIICOBAaHHBIX HAa3eMHBIX
pacTeHHii, HauMHas CO MXOB, HO OTCYTCTBYIOT y 3el€HbIX Bogopociei (Chlorophyta).

[Tokazano, uro Bce ¢gepmentsl [IBT y Bomopocnel mpeacTaBieHbl OHOM
KOIMeH TeHa, TOrja KaK y Ha3eMHBIX pacTEeHWH HAOII0Ian0ch yYMEPEHHOE
yBEJIMYCHUE unciia ux romojioros (1 - 4.5 romosiora B cpeiHEM Ha TEHOM).

Taxoke ObLIO TIOKA3aHO, YTO YKCIO ToMoJoroB TAA nocturaer 4-x y MX0B H
OCTa€Tcs CTAOWJILHBIM B JIaIbHEHIIIEH SBOTIOIMN HAa3eMHBIX pacTeHui (2-4 romosiora
Ha reHoM). [Ipu 3TOM B PBOJIOIMK HA3EMHBIX PACTEHUHN MPOUCXOAUT KapIUHAILHOE
yBermmdenue urcia romooro YUCCA (ot 6 u 3 romosiora YUCCA Ha reHOM y MXOB
u 1iayHoB 10 10.5 u 9.7 roMooroB Ha T€HOM Yy OJIHOJIOJBHBIX U JBYJIOJBHBIX,
COOTBETCTBEHHO).

PesynbraThl MpoBENEHHOTO aHaIM3a W3BECTHBIX (DYHKIMH TapasioroB
dbepmenToB [1bT u TAA npearnonararor, 4To napajord ux GEepMEeHTOB Pa3IEIIIOTCS
(byHKIMOHAILHO Ha J1Be TpyIbL. [Tapanoru/mapaior nepBoi rpymibsl 0TBe4YaroT(eT) 3a
0a3aJIbHBIN CHHTE3 MPOAYKTA, TOT/Ia KaK Mapaaori/mapaaor BTOPOi IPYIIIbl OTBECUAOT
3a JIOTIOJTHUTENIbHBIM MHAYIMOCIBbHBIN CHHTE3 MPOAYyKTa B OTBET HAa BO3JCHCTBHE
BHENTHUX (haKTOPOB (KaK JACCTPYKTHUBHBIX, TAK U KOHCTPYKTHBHBIX ISl Pa3BUTHS U
YKU3HU PACTEHUSA).

B cBoto ouepenp, pe3ynbTarhl aHanuza QyHkuuid napanoroB YUCCA
NPEINOoIaraloT, YTO OHH pPa3ACIOTCS 1O (PYHKIMSAM TKaHe-, OpraHo- WIH
craguecnenupuaao. UTo MOXKET MO3BOJISITh PACTCHUIO aJalTUPOBATHCS K BHEITHUM
YCIIOBUSIM HE TOJIBKO «BCEM OPTaHU3MOM», HO M «OPTaHaAMI, «TKaHSIMID, «CTaIUSIMH

Pa3sBUTHA 110 OTACIBbHOCTH.
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D710 MO3BOJSIET HAM CPOPMYIUPOBATH THIIOTE3Y, YTO Mapanoru (HepMeHTOB
nytu cunte3a Tpuntodana (IIBT) m TAA oTBedaroT 3a KU3HEIACATEILHOCTh U
aJIanTalMi0 PACTCHNUH K M3MEHEHUIO BHEITHUX YCIOBUH Ha YPOBHE BCETO OPraHU3Ma,
a mapasioru YUCCA 3a Xu3HEJesITeTbHOCTh M aJalTali0 K U3MEHEHUIO BHEUTHUX
YCIIOBHI Ha JIOKAJIBHBIX YPOBHIX: HA YPOBHE OTACTHHBIX OPTaHOB, TKAHEH W CTaIHiA
Pa3BUTHSI PACTEHHUSL.

10> u gp. (Yue et al., 2014) Obiia BBIABHHYTA THIIOTE3a O IPOMCXOXKICHHU
[IBA(TAA/YUCCA) y mnepBbIX Ha3eMHBIX pacTeHHH. 3areM, Ha OCHOBAHUH
uccienoBanus renoma Xapoguropoit Bogopociu K. nitens Banrom u mp. (Wang et al.,
2014) Obuia mpeIOKeHA ANbTePHATHBHAS THUIOTE3a O OoJiee paHHEM IMOSBJICHUU
I[TBA(TAA/YUCCA) B sBosIIOIHH, YKe Y XapoUToBBIX Bojgopociei. [Ipeamnpunsroe
HaMK Oojiee JIETalbHOE MCCIIEIOBAHUE DHBOJIIOIMKA U CTPYKTYp (PEepMEHTOB
I[TBA(TAA/YUCCA) BbisBIIIO psit (aKTOB, CBHJICTEIBCTBYIOIIUX B  IOJB3Y
nepBoHaYabHOM THMoTe3sl 03 u np. o mpoucxoxnaenun [TBA(TAA/YUCCA) y
MEPBbIX HA3eMHBIX pacTeHuid. Takke B HalleM HCCIIEOBaHWM OblIa YTOYHEHA

cucteMaruka gepmeHToB mytu ouocunte3a tpunrodana (I1I6T) u pepmento TAA u

YUCCA.
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BbIBO/IbI

1. Ha ocHOBaHWUW CPaBHHUTEIHLHOTO M (PMIOTEHETHYCCKOTO aHAM3a IOKAa3aHo,
910 (epMEHTH MyTH OMOCHHTE3a TpUNTO(paHAa MPOU3ONLIA Y BBICIIAX
pactenuii (Streptophyta) B pe3yipTaTe BEpTHKAILHOM SBOIOIUN OT 3€JIEHBIX
Bogopocieii (Chlorophyta).

2. Ha ocHOBe CpaBHUTETHLHOTO aHajIM3a IMOCIIEIOBATEILHOCTEH M CTPYKTYPHI
romostoroB 0enka KnTAA (NCBI: GAQ80308.1) XapoduToBoii BOAOPOCIH
K. nitens y pacTUTeIbHBIX U HEPACTUTEIHHBIX TAKCOHOB BIIEPBBIC ITOKA3aHO
6onee Beicokoe ¢xo0,1cTBO KnTAA ¢ ayimrHa3aMu Ha3eMHBIX PaCTCHHM, YeM
c 6enkamu TAA, CBUACTEIBCTBYIONIEE 00 MX HECTIOCOOHOCTH BBINMOJHATH
byskuio  TpunrtopaHamMuHOTpaHcpepas MO  CHHTE3Y  WHAOIHI-3-
MUPOBUHOTPAHOM  KHUCJIOTHI, 4YTO TO3JHEE OBbUIO  IOJTBEPKICHO
HE3aBUCUMBIM dKCIIEPUMEHTATBHBIM UCCIICIOBAHUEM.

3. Ha ocHOBe (uUIOreHETHYECKOTO aHajn3a TOCIeI0oBaTEIbHOCTEH OCIKOB
cyrepceMeiicTBa GraBHHMOHOOKCcHUTeHa3 Kiacca B u 6enka KnFMO (NCBI:
GAQ82387.1) K. nitens BriepBbIe MOKA3aHO, YTO ATOT OCIIOK MIPHHAICIKUT K
HoBOMy cemerictey FMO IIb Ttuna, BkIrodaromeMmy IOCIEAOBaTEILHOCTH
OakTepuii, KpACHBIX, OJHOKICTOYHBIX W MHOT'OKJICTOYHBIX 3€JIECHBIX
BOJIOPOCJICH, HA3EMHBIX PACTCHUIN M TPUOOB M HE SBIISICTCS POJCTBEHHBIM K
oenkam cemeiictBa YUCCA.

4. Ha OCHOBE CpPaBHUTEIHHOTO aHAIM3a IOCIEAOBATEILHOCTEH U CTPYKTYP
cynepcemerictBa ¢iaaBuHMOHOOKcureHas kiacca B, YUCCA wu Oenka
KnFMO K. nitens BmepBele OblIM TOKa3aHbl pa3iduus B  HX
MOCJICIOBATEIBPHOCTAX U CTPYKTYypax, CBUICTEIBCTBYIONIUE O
HeciocooHoctt KNFMO  BbImonHATE (QYHKIUIO IO CHHTE3Y ayKCHUHa
(MHIOMMIT-3-YKCYCHOW KHCIIOTHI), YTO MPEANOaracT MPOUCXOKICHUE MyTH
OMOCHHTE3a ayKCHHA Y HA3eMHBIX PACTCHUI B pe3yIbTaTe TOPU30HTATIHLHOTO
nepeHoca MPEAKOBBIX TE€HOB OT OPraHU3MOB HEPACTUTEIBHBIX TAaKCOHOB K

oO11ieMy MpeaKy Ha3eMHBIX PaCTEHUH.
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5. KonnuecTtBo Komuii T€HOB B TeHOME y (EpMEHTOB MyTH OHMOCHHTE3a
Tpurntoana (Kak Ui YUclia BCeX KOMUH TeHOB (PePMEHTOB 3TOTO MyTH, TaK
U JUIsT HEKOTOpbIX oTaenbHbIX ¢epmenToB ASA/ASB, PAI u IGPS)

JIOCTOBEPHO KOPPEIUPYET CO CIOKHOCTHIO OPTAaHU3MOB PACTCHUM.
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1= AT1G62560_Arabidopsis thaliana
AT1G12130_Arabidopsis thaliana
———— 0S07G02140_Oryza sativa ssp. japonica t e I F M O S
XP_795759_Strongylocentrotus purpuratus y p
NP_610217_Drosophila melanogaster
XP_001743805_Monosiga brevicolfis MX1
OT18G01270_Ostreococcus tauri
0.99 EOD12832_Emiliania huxleyi CCMP1516
SB02G031950_Sorghum bicolor
ZM04G02390_Zea mays
1 SB02G031940_Sorghum bicolor
ZM07G21490_Zea mays
SB02G004310_Sorghum bicolor
RC30178G00380_Ricinus communis
RC30170G06750_Ricinus communis
E TC09G006430_Theobroma cacao
1 TC09G005930_Theobroma cacao
EOD28543_Emiliania huxieyi CCMP1516
OQD90612_Penicillium antarcticum
XP_016250389_Cladophialophora immunda
KXS21491_Gonapodya prolifera JELA78
EWZ01236_Fusarium oxysporum NRRL 32931
WP_042337516_Bacillus andreraoutftii
WP_010571230_Leptospira broomii B V M S
ORY08256_Basidiobolus meristosporus CBS 931.73
ADY57965_Rubinisphaera brasiliensis DSM 5305

WP_098503826_ Thermoflexus hugenholtzii
EOD36290 Emiliania huxieyi CCMP1516

class G FMOs

| 1.0

Pucynok I12. dunorenus ¢uaBuH-coepKalinX MOHOOKCHTeHa3 Kiacca B, Bkimovaromas
TOJILKO IOCJIEI0BATEIbHOCTH OEIIKOB.

A) ®unorenus ¢uaBuH-COAEPKAIINX MOHOOKCUIeHa3 Kiacca B, peKoHCTpyrpoBaHHAs METOJIOM
MaKCHMaJILHOTO npaBonoaoous (mporpamma RaxML). # - 6enkwu, B3sThie U3 cTathi Riebel et
al., 2013: FMO-A — FMO-G u3 R. jostii RHA1, FMO-X u3 S. maltophilia.

* — 0003HaYEHBI JJTMHHBIE BETBU Ha JiepeBe. ** — Oenku pacrno3HaHHbIe B Spruce Genome
Project (Nystedt et al., 2013).

b) ®unorenus ¢naBuH-coAepKalMX MOHOOKCUTEHAa3 Ki1acca B, pekoHcTpynpoBaHHas
baitecoBckuMm mMeToi0M (mporpamma mrBayes). O6o3HaueHus Te ke, YTO U Ha PUCYHKE A.
[Ikana paccTosiHUH MMOKa3aHa BHU3Y PUCYHKA CJI€Ba, BETMYUHBI Oy TCTPET MOAICPKKH IMOKA3aHbI

PAAOM C BHYTPEHHUMH y3J1aMH JIepeBa
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YUC4_AT5G11320_Arabidopsis thaliana
YUC1_AT4G32540_Arabidopsis thaliana
0S01G45760_0Oryza sativa ssp. japonica
0S03G06654_Oryza sativa ssp. japonica
YUC2_AT4G13260_Arabidopsis thaliana
YUCG6_AT5G25620_Arabidopsis thaliana
0S01G53200_0ryza sativa ssp. japonica
0S12G32750_0Oryza sativa ssp. japonica
0S01G12490_0Oryza sativa ssp. japonica
YUC5_AT5G43890_Arabidopsis thaliana
YUC9_AT1G04180_Arabidopsis thaliana
YUCB8_AT4G28720_Arabidopsis thaliana
YUC3_AT1G04610_Arabidopsis thaliana
YUCT7_AT2G33230_Arabidopsis thaliana
0S04G03980_0ryza sativa ssp. japonica
0S07G25540_0ryza sativa ssp. japonica
O conifera_JZVE_Parasitaxus usta
Picea_abies_1e-58
Picea_abies_1e-71%%
O cycadales_GNQG_Encephalartos barteri
conifera_XLGK_Podocarpus rubens
fern_ZRAV_Polypodium hesperium
O fern_UJWU_Pleopeltis polypodioides
fern_XWDM_ Cystopteris fragilis
fern_UFJN_Diplazium wichurae
1 fern_BMJR_Adiantum raddianum
O fern_WQML_Cryptogramma acrostichoides
fern_YLJA_Polypodium amorphum
SM00003G05180_Selaginella moellendorffii
lycophyta_ABIJ_Selaginella fepidophylia
86! lycopsyta_ZFGK_Se/aginella kraussiana
SM00006G04430_Selaginella moellendorffii
lycophyta_PKOX_ /soetes tegetiformans
O lycophyta_ULKT_Lycopodiella appressa

76 O lycophyta_GTUO_Huperzia selago
lycophyta_YHZW_Huperzia selago
lycophyta_NYBX_Huperzia selago
lycophyta_NYBX_Huperzia selago

O lycophyta_YHZW_Huperzia sefago

O lycophyta_ GAON_Huperzia squarrosa
O fern_YCKE_Notholaena montiefiae
fern_BMJR_Adiantum raddianum

fern_FLTD_Pteris ensiformis
fern_ZQYU_Phlebodium pseudoaureum
fern_GANB_ Cyathea (Alsophila) spinulosa
fern_UOMY_Osmunda sp.
fern_ALVQ_Tmesipteris parva
O moss_VMXJ_Leucobryum albidum
moss_ORKS_ Philonotis fontana
moss_VBMM_Cl/aopodium rostratum
moss_KEFD_Encalypta streptocarpa
PP00204G00660_Physcomitrella patens
100 PP00037G00420_Physcomitrella patens
PP00022G01620_Physcomitrella patens
PP00139G00650_Physcomitrella patens
O moss_ZQRI_Timmia austriaca
O moss_HRWG_Buxbaumia aphyla
moss_WOGB_Andreaea rupestris
© moss_UHLI_Sphagnum recurvum
moss_RCBT_Sphagnum paiustre
O moss_ZACW_Leucodon brachypus
O moss_QKQO_Pseudotaxiphyllum elegans
moss_VBMM_ Claopodium rostratum
O moss_VBMM_Claopodium rostratum
PP00011G00050_Physcomitrelia patens
liverwort_IHWO_Marchantia paleacea
liverwort_ILBQ_Conocephaium conicum
liverwort_YBQN_Odontoschisma prostratum
liverwort_OFTV_Barbilophozia barbata
O horwort_TCBC_Nothoceros vincentianus

5

YUC11_AT1G21430_Arabidopsis thaliana
[ Picea_abies_1e-79 *%
conifera_JBND_Pinus ponderosa
moss_HRWG_Buxbaumia aphyila

SM00000G06770_Selaginella moellendorffii

’_[LL WP_026732678_Fischereila sp. PCC 9605

—— - 3eneHble BO4OpPOCN
1 Ha3eMHble pacTeHust

— - rpunbbl

—— - MPOTUCTBI

- KpacHble BOAOPOCN

— - XXMBOTHble

— - bakTepun

— - apxeobaktepun

OKOHYaHMs TEPMUHAnNbHbIX BETBEN:
— - Benku
—o - MPHK

YUCCAs

O fern_WQML_Cryptogramma acrostichoides

99 0S11G10170_Oryza sativa ssp. japonica
0S02G17230_0ryza sativa ssp. japonica

10 0S12G08780_0ryza sativa ssp. japonica
YUC10_AT1G48910_Arabidopsis thaliana

WP_017307690_Fischerella sp. PCC 9339

100
= WP_017742233_Scytonema hofmannii
WP_019489874_Cajothrix sp. PCC 7103

WP_012725964_Beutenbergia cavernae
WP_051299470_Arthrobacter castelli
FMO-A Rhodococcus jostii RHA1 #

AKN70135_Streptomyces sp. PBH53

ADT99826_Mlycolicibacterium gilvum Spyr1
ALN75667_Aureimonas sp. AU20
WP_029210622_Arsenicicoccus bolidensis
WP_040432105_Actinopianes globisporus
WP_029336766_Geodermatophilaceae bacterium URHB0048

WP_016875162_Chiorogioeopsis fritschii

cyanobacterial FMOs

YUC-like FMOs

WP_014817452 Mycolicibacterium chubuense

type lla FMOs
type Il FMOs
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(b)

[e<]
S

100

69

192

type Il FMOs

NMOs

FMO-X_Stenotrophomonas maitophilia #
FMO-D Rhodococcus jostii RHA1 #

WP_018621619_Spirosoma luteum
WP_039542916_Ruegeria sp. ANG-R
AHM61501_Flammeovirgaceae bacterium 311
coccus jostii RHA1 #

type llc FMOs

N FMO-C Rhodo
FMO-B Rhodococcus jostii RHA1 #

WP_024127047_Streptomyces sp. F8
ABO88740_Aeromonas salmonicida subsp. salmonicida A449

WP_053602944_Bacilius gobiensis

type | FMOs

BVMOs

class G FMOs
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YUC4_AT5G11320_Arabidopsis thatiana
YUC1_AT4G32540_Arabidopsis thafiana
0S01G45760_Oryza sativa ssp. japonica
0S03G06654_0Oryza sativa ssp. japonica
YUC6_AT5G25620_Arabidopsis thaliana
YUC2_AT4G13260_Arabidopsis thaliana
0.98 0S01G53200_0ryza sativa ssp. japonica
0812G32750_Oryza sativa ssp. japonica
0S01G12490_Oryza sativa ssp. japonica
1 YUC5_AT5G43890_Arabidopsis thaliana
YUC9_AT1G04180_Arabidopsis thatiana
YUC8_AT4G28720_Arabidopsis thaliana
YUC7_AT2G33230_Arabidopsis thaliana
YUC3_AT1G04610_Arabidopsis thatiana
0S04G03980_0Oryza sativa ssp. /aponlca
0807(525540 )_Oryza sativa ssp. japonica
GNQG_E tos barteri
conifera . XLGK_Podocarpus rubens
Picea_abies_1e-! -58%%
=" Picea_abies _1e-71
O conifera_JZVE_Parasitaxus usta
fern_WQML_Cryptogramma acrostichoides
fern_BMJR_Adiantum raddianum
fern_XWDM_ Cystopteris fragifis
1 1 fern_UFJN_Diplazium wichurae
fern_ZRAV_Polypodium hesperium
fern_UJWU_Pleopettis polypodioides
fem \_YLJA_Polypodium amorphum
moss_ORKS_Philonotis fontana
mossﬁVMXJiLeucobryum albidum
moss_VBMM_Claopodium rostratum
moss_KEFD_Encalypta streptocarpa
PP00022G01620_Physcomitrelia patens
PP00139G00650_Physcomitreila patens
PP00204G00660_Physcomitreila patens
PP00037G00420_Physcomitrefia patens
O moss_ZQRI_Timmia austriaca
-Q moss_ HRWG_Buxbaumia aphylia
O moss_WOGB_Andreaea rupestris
O moss_UHLI_Sphagnum recurvum

0.53

.96
A1/ (0.81

r0.73
55

O moss_RCBT_Sphagnum paiustre
O moss_ZACW_Leucodon brachypus
moss_VBMM_Claopodium rostratum
moss_QKQO_Pseudotaxiphylium elegans
Yy moss_VBMM_Claopodium rostratum
PP00011G00050_Physcomitretla patens
liverwort_IHWO_Marchantia paleacea
Q liverwort_ILBQ_Conocephalum conicum
O liverwort_YBQN_Odontoschisma prostratum
O liverwort_OFTV_Barbilophozia barbata
lycophyta_ GTUO_Huperzia selago
lycophyta_YHZW_Huperzia sefago
lycophyta_YHZW_Huperzia sefago
99 lycophyta_ NYBX_Huperzia selago
lycophyta NYBX_Huperzia selago
lycophyta_ GAON_ Huperzia squarrosa
lycophyta_ULKT_Lycopodiella appressa
lycophyta_PKOX_Isoetes tegetiformans
SMO00003G05180_Setaginetta moefiendorffii
lycophyta_ABIJ_Selagineila fepidophytia
lycopsyta_ZFGK_Selaginella kraussiana
SMO00006G04430_Setaginetta moeltendorffii
SMO00000G06770_Setaginetta moetiendorffii
fern_YCKE_ Notholaena montieliae
fern_BMJR_Adiantum raddianum
fern_FLTD_Pteris ensiformis
fern_WQML_Cryptogramma acrostichoides
fern_ZQYU_Phiebodium pseudoaureum
fern_GANB_Cyathea (Aisophila) spinuiosa
fern_UOMY_Osmunda sp.
fern _ALVQ_Tmesipteris parva
———0 hornwort_TCBC_Nothoceros vincentianus

0812G08780_0Oryza sativa ssp. japonica

YUC10_AT1G48910_Arabidopsis thaliana
YUC11_AT1G21430_Arabidopsis thaliana
Picea_abies_1e- 79%%
conifera_JBND_Pinus ponderosa

0 99WP 026732678_Fischerella sp. PCC 9605
v 8 WP_( 017307690 ischerelia sp. PCC 9339
WP_016875162_Chiorogloeopsis fritschii

-96yyp _017742233_Scytonema hofmannii
WP_019489874_Calothrix sp. PCC 7103
WP_029210622_Arsenicicoccus bolidensis
WP_040432105_Actinop/anes globisporus
WP_029336766_Geodermatophilaceae bacterium URHB0048
ADT99826_Mycolicibacterium gilvum Spyr1

AKN70135_Streptomyces sp. PBH53
WP_014817452 Mycolicibacterium chubuense
ALN75667_Aureimonas sp. AU20

FMO-A Rhodococcus jostii RHA1 #
WP_012725964_Beutenbergia cavernae
WP_051299470_Arthrobacter castelii

0S11G10170_Oryza sativa ssp. japonica
0802G17230_Oryza sativa Ssp. japonica

- 3ereHble BOAOPOCM
1 Ha3eMHble pacTeHusi
- rpubbl

- NPOTUCTbI

- KpacHble Bogopocnu
- XMBOTHbIE

- BakTepun

- apxeobakTepumn

OKOHYaHus TepPMUHarbHbIX BETBEN:

- 6enku
—o0 - MPHK

YUCCAs

YUC-like FMOs

cyanobacterial FMOs

type lla FMOs
type

Il FMOs
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0.57

?type Il FMOs

NMOs

WP_039542916_Ruegeria sp. ANG-R

(052 WP_018621619_Spirosoma luteum

=== AHMG61501_Flammeovirgaceae bacterium 311
FMO-X_Stenotrophomonas maitophilia #

FMO-C Rhod Jjostii RHA1 #
FMO-B Rhodococcus jostii RHA1 # type llc FMOs
FMO-D R Jostii RHA1 #

WP_024127047_Streptomyces sp. F8

ABO88740_A ici
WP_053602944_Bacillus gobiensis

subsp. icida A449

[

type | FMOs

BVMOs

class G FMOs

Pucynok I13. ®uorenus ¢aBuH-coaepKaiX MOHOOKCHTEHA3 Kiacca B, kak
MOCJIEJIOBATEIbHOCTH OENTKOB U3 MOJIHOT€HOMHBIX JIaHHBIX, TaK | mocienoBarenbHoctd MPHK
U3 TPAHCKPUIITOMHBIX POEKTOB.

A) Ounorenus ¢raBuH-coIEepKaIInX MOHOOKCHTEHA3 Kitacca B, pekoHcTpynpoBaHHas
PEKOHCTPYUPOBAaHHASI METOJIOM MaKCUMAIILHOTO MpaBono0ous (mporpamma RaxML). # -
Oenku, B3sThie u3 ctaThk Riebel et al., 2013: FMO-A — FMO-G u3 R. jostii RHAL, FMO-X u3 S.
maltophilia.
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* — 00603HaUEHBI JJIMHHBIC BETBU Ha JiepeBe. ** — Genku pacno3HaHHbIe B Spruce Genome
Project (Nystedt et al., 2013).
b) ®unorenus dhaaBuH-coaepKaIUX MOHOOKCUTeHa3 Kiiacca B, pekoHcTpyupoBanHas
BaiiecoBckuM Metomom (mmporpamma mrBayes). O6o3HadeHus Texe, YTO U Ha PUCYHKE A.
[Ikana paccTosiHUH MOKa3aHa BHU3Y PUCYHKA CJIE€BA, BETUUYMHBI Oy TCTPE MOAJCPKKH MOKA3aHbI

PSAIOM C BHYTPEHHHUMH Y3JIaMH JI€pEBa



