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VYcnenrHple MTHBa3Ws W amanTalus 6aKTepuil B JIMINAWHUKOBBIM CUMOMO3 TpeOyeT BOBIeUeHUS psina du-
31MOJIOTUYECKUX MEXaHU3MOB, KOTOPBIE PEryJIUPYIOT B3aUMOICHCTBUSI MEX 1y 0aKTepUOOMOHTAMU, MUKO-
OGMOHTAMU U aIbTOOMOHTAMU M 00€CTIEeYMBAIOT ONITUMHU3AIINIO POCTA M Pa3BUTHS TaJutoMa. JIJTsI BEIABICHMS
Takux (paKTOpOB ObLT MPOBEICH aHAIN3 TeHOMOB JBYyX OAKTEepMOOMOHTOB JIMIIAHUKOB Lichenibacterium
ramalinae u L. minor. TpamnumuoHHbIC IJIsI pPU300Mii TeHBI HOMYJISILUK nod He oOHapyKeHBI. BrickazaHo
MPEIIOIOKEHNE O BLITOTHEHNM cxonHoi pyHKImM 6enkoM TIGR02302. O6HapyKeHBI 'eHbl, KOIUPYIOIIe
OeNKM, CBSI3aHHBIE C peaTn3alfeil MporpaMM IITAaHKTOHHOTO Y GMOTUIEHOYHOTO (DeHOTHITa — (hJIareJUTMHBI
MWIMHBL. DTU TeHbl UMEIOT BHICOKUIT YPOBEHb CXOICTBA C FTeHaMU 6aKTepUuii — CUMOMOHTOB pacTeHuii. B reHo-
Max MCCIIeMOBAaHHBIX OaKTepUii OOHAPYKeHbI TEHETUYECKUE IeTEPMUHAHTHI (DAaKTOPOB BUPYJICHTHOCTH — OelT-
KOB MHBa3uu jiokyca B, integration host factor (IHF), ceHCOpHBIX rTMCTUANMH KUHA3, GEJIKOB PELICTTIIY U TPAHC-
nopra cuaepodopoB, MOHOOKCUTEHA3bl CMHTe3a aHTUOMOTUKOB (Abm). IlepeuncieHHBIe TeHBl UMEIOT
CXOJICTBO C TAKOBBIMHU Y OPraHM3MOB, 00pa3yolINX aCCOLMALIMK Pa3HOil CTeNeH! CBSI3aHHOCTH C PACTeHU -
ssMu. [TomydyeHHbIe TaHHbBIC TO3BOJMJIN YKPETIUTh paHee BhICKa3aHHOE MPEAITOI0XEeHNE O TTPUOPUTETHOM
accoumalmm 6akrtepuii cemeiictBa Lichenibacteriaceae ¢ 3eJieHBIMU BOJOPOCISIMU JIUILIAHUKOB.

Knroueeswie caoea: Lichenibacterium, daxTopbl HOLYSILIMU, BUPYJIEHTHOCTh, TUCTUANH KMHA3bI, cuaepodo-

pbl, TMIIAHHUKA
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B sBomoIMM cMMOMO30B BaxKHBIMU (pakTOpaMu
KOaJaNnTaly IapTHEPOB SABJISIIOTCS crienpruIecKue
¢dakTOphl B3aUMOAEUCTBUS KJIETOK OPraHU3MOB JIPYT
¢ apyroM. [1pu dopMupoBaHnu 6aKTepUaTbLHO-paC-
TUTEIBHBIX ¥ TPUO0-0aKTepHATBHBIX CUMOMO30B OC-
HOBHBIMM (paKTOpaMu KoaaarTaluu siBIsTIOTCs pep-
MEHTBI, OEJIKOBbIE KOMIUIEKCHI, ITOJIMCAXapUabl U
KUPHBIE KUCIOTHI, KOTOPHIE OMPEACIsIOT MOP(POI0-
Ir'M4yeCKunue " (I)I/ISI/IOHOFI/I‘{CCKI/IG N3MECHCHUYA B KJIC-
TOYHBIX CTEHKAX, TIA3MaTUYECKOM MeMOpaHe 1 11~
TOIUIa3Me KJIETOK MapTHEPCKUX OPTraHU3MOB. DTH XKe
¢daKkTOpbl MOTYT OIPEAESITh BUPYJIEHTHOCTh MaTO-
TFeHHBIX MUKPOOPraHU3MoB. OCOOEHHOCThIO IUIIIAii-
HUKOBBIX CUMOMO30B SIBJISICTCSI MHOTOKOMITOHEHT-
HBII cocTaB cooO1ecTBa. TajoM JUIIaiitHUKA — 3TO
MUHHUATIOPHASI KOCUCTEMA, B KOTOPOI MyTYaJlu3M U
MapasuTU3M, a TAaKXKe KOMMEHCaIU3M U Apyrue ¢op-
MBI COCYHICCTBOBaHUA MOTIYT IIPOABJIATHCA Ha pas3-
JINYHBIX YPOBHSIX B3aIMOEMCTBUSI Y4ACTHUKOB CUM-
omo3a.

I'eHOMHEBIE 1 3KOJI0ro-TaKCOHOMMYECKHUE KCCe-
JIOBAaHUS MOCJIEAHETO NECATWIECTHSI MO3BOJIWIN 00-
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HapyXWUTh B COCTaBe JIMIIAWHUKOBBIX CHUMOMO30B
creunpuIeCKUe IPYMHIIbl MUKPOOPTaHU3MOB, aaali-
TUPOBAaHHbIX K O6I/ITaHI/IlO B UX TaJlJlOMax. STO B KOp-
He M3MEHWJIO MpPEeICTaBJICHUE O JIMIIAaiiHNKAX KaK O
omHapax, cpopMUpPOBaAaHHBIX MUKOOMOHTOM M (DOTO-
OuoHTOM. JIMIIAaiHUKK OKa3aJuCh pe3epByapoM
rpuOOB 1 BOIOPOCJIEH IMPOKOTO TAKCOHOMMYECKO-
IO M 9KOJIOTUYECKOTO CIIEKTPa: OT HPUMUTUBHBIX 31~
TOMULETOBBIX 1O COBEPIICHHBIX 6331/I£LI/IOMI/ILIGTOBI)IX
rprOOB; OT TPATULIMOHHEIX Bonopocieii Asteroloris sp. 1
Trebouxia sp. 1o IpencTaBUTEIIEH pa3TMYHBIX ITOPSI -
KOB 3€JICHBIX BOJIOPOCJIEii; OT MyTyaJoB A0 Mapa3u-
TOB; OT CTUMYJIHMPYIOIINX POCT pacTeHUl GaKTepuii
JI0 MUKPOOPTAaHM3MOB, COJTIO0MIN3UPYIONINX HEpac-
TBOPMUMBIC B BOJC MUHEPAJIbI.

bakTepnoOMOHTEI JTUITAHUKOB ITPEICTAaBIICHEI
crieuM(pUYIHON TSI KOHKPETHOTO poAa WX BUIA JI-
IaifHuKa 000CO0OJIEHHOI TPYIIIOil, JOMUHAHTAMU B
KOTOPOI SIBJISTIOTCS MpPEACTaBUTEIN HOPSOKOB Hy-
phomicrobiales,  Rhodospirillales, Acidobacteriales
(Hodkinson et al., 2012; Lee et al., 2014; Erlacher
et al., 2015), npencraBurenu puiymoB Planctomyce-
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tes, Verrucomicrobia m, cpaBHHUTEIHLHO HEIABHO,
ONnyOJIMKOBAaHbI JaHHbIE O IIPUCYTCTBUM B JIMILIAWHM-
Kax I0Ka HEeKYJbTUBUPYEMbIX OaKTepuii HOBOM (1~
JoreHeTndeckou rpymsl candidatus “Eremiobacter-
ota” (Noh et al., 2020, 2021).

Hanuuue y3koro u criennuyHOro Iist KaxkKaoro
W3 pOIOB JMINAWHWKOB Habopa OakTepualIbHBIX
KOMITOHEHTOB MO3BOJISIET MPEAIOJOXUTh HaIudue
¢dakTOpOB, OTOMpPAIOIINX T€ WJIM MHBIE TPYIIIBI OaK-
TEpHU B TUITATHUKOBBIN CMMOMO03. AjarnTanus 0ak-
Tepuil B JIUIIAKNHUKOBOM CUMOMO3€ 3aBUCUT OT CTE-
IICHU pean3alnuy UX PYHKIIMOHAIBHBIX BO3MOXKHO-
cTei: pukcannuy aTMOCEPHOTO a30Ta, YIJIEKMCIIOTO
rasa, y4yacTus B 3alllUTe MUKpPOOHOMA JIMIIIAafHUKA OT
IIaTOT€HOB 1 CTPECCOBHIX (haKTOPOB Cpeabl. BaxkHbIM
aCIIEKTOM KM3HEAESATEIIbHOCTH SIBJISIETCS TAKXKE CIIO-
COOHOCTb BBIXXKMBATh B KUCJION cpelie TIo/ JaBJIeHEeM
aHTUOMOTHUKOB, CHHTE3UPYEeMbIX MUKOOMOHTOM (JIV-
LIATHUKOBBIX KHCJIOT).

B 571011 cBsI31, aHAIU3 TEHOMHBIX TJAHHBIX OTAE/Ib-
HBIX OOJIMTAaTHBIX 0AKTEPUOOMOHTOB MOXET BHECTHU
SICHOCTBh B IIpo0JIeMy aanTaliii 0akTepuii B TalIO-
Max JIMITAHUKOB U IIOHITh MEXaHU3MbI UX BIXKMBA -
HUS U YCIEIIHON peain3aliii TeHeTUYEeCKOM Mpo-
rpaMMebl. B manHoii padboTe Obl1a MocTaBJieHa 3a7a4ya
MPOaHaJIU3UPOBaTh T€HETUYECKUE IEeTEPMUHAHTHI,
MOTEHIIMAIBHO ONpeNesIonie XapakKTep WHBa3UU
JIIByX OOJUTaTHBIX OaKTEpHMOOMHTOB JUIITAWTHUKOB,
Lichenibacterium ramalinae n L. minor B TaJJIOM JIN-
IaifHUKa U (PaKTOPOB, CIIOCOOCTBYIOIINX UX BHIKU-
BaHUIO.

MATEPHAJIBI 1 METOJbI

O0bekThl uccaenosanus. IlItamver RmIP001T u
RmIP026" pona Lichenibacterium BbliejeHbl paHee
(Pankratov ef al., 2020) 13 OTMBITBIX OT STIM(UTHOMI
MUKpOGIOphl TOMOT€HATOB JUlIaiiHUKa Ramalina
pollinaria (Westr.) Ach. u oxapakTepM30BaHbI KaK JBa
HOBBIX Buna — L. ramalinae u L. minor. Tannomsl 1m-
HIaifHUKa OBLJIM COOpaHBI CO CTBOJIOB Oepe3nl (Betula
pubescens Ehrh.) Ha Tepputopun beiaoMopckoii 61o-
aornyeckoi cranuuu MI'Y um. M.B. JlomoHocoBa
(66.549970, 33.113218) B 2016 1.

AHanm3 reHoMOB. AHHOTUpoOBaHHbIe B GenBank
TeHOMHBIE COOPKU aHATU3MPOBAIM C MCIIOIh30Ba-
HueMm nporpamm Unipro UGENE 38.1 (Okonech-
nikov et al., 2012) u BIOEDIT v. 7.0.5.3 (Hall, 1999).
BripaBHMBaHWE aMHOKWCIOTHBIX W HYKJIEOTHIHBIX
MoCJIeN0BaTeIbHOCTE MPOBOAMIN C UCITOJIb30BAHM -
em anroputMa MUSCLE B mporpamme MEGA X
(Kumar ef al., 2018). @dunoreHeHETUYSCKUI aHAIIN3
U MOCTPOEHUE AEPEBbEB OCYIIECTBIISIIIU C UCTIOIb30-
BanueM nporpamm MEGA X, Unipro UGENE 38.1,
cepsuca IQ Tree (http://igtree.cibiv.univie.ac.at/)
(Trifinopoulos et al., 2016) u Figlree 1.4.4 ¢ ucnoib-
30BaHMEM KOHKATCHHMPOBAHHBIX aMWUHOKMCIOTHBIX
MOCJIETOBaTEIILHOCTEH 1IeIeBBIX OeIKOB. JIJ1s Imorcka
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OPTOJIOTMYHBIX T€HOB MCIOJIB30BaIN 0a3y ITaHHBIX
COG (https://www.ncbi.nlm.nih.gov/research/cog)
(Tatusov et al., 1997).

PE3VJIBTATHI 1 OBCYXIEHUE

Benku cucrem Honyssimmu. B xone aHajinza reHo-
MOB IBYX BUIOB Lichenibacterium 6e1Ku, OMU3KNE TI0
TEPBUYHON CTpyKType nod Oeakam OakTepuii rpyr-
el ‘rhizobia’ o6HapyXeHbl He ObLTU. TakuM oGpa-
30M, CJIeAyeT UCKIIOUUTh BEPOSITHOCTh IPUCYTCTBUS
CXOJTHOTO C PU300UAJIbHBIMU OAKTEPUSIMU MEXaHU3-
Ma MHBa3WU B XO3SUCKUi1 oprann3M. HecMoTpst Ha
TO, YTO TPYMIIbI TeHOB nod B TeHOMax W3yYeHHBIX
OakTepuil OTCYTCTBYIOT, Y L. ramalinae Obl71 OOHapy-
KeH reH, Koaupytomuit 6eaok TIGR02302 (https://
www.uniprot.org/uniprot/A0A068SVH1). ¥V myran-
TOB Azorhizobium caulinodans, HoOKayTUPOBaHHBIX 110
STOMY T'eHy, OblJIa MOKa3aHa yTpaTa CIIOCOOHOCTH K
MHAULPOBAHUIO XO3SIMCKOTO PACTEHUS U Upe3Mep-
HOI TpOoAyKUMU 3K3omnoiaucaxapuna (Sato et al.,
2016). Dot Xe GesloK HaitneH y Brucella suis, mapa3u-
Ta, BRI3BIBAIOIIETO OpyIenie3 CBUHEH 1 Sinorhizobium
meliloti, MyTyaJIMCTUYECKOU OaKTepuu JIOLIEPHBHI.
Benku sToro Tumna o6J1amaioT BEICOKMM FeHETUYEeCKIM
MoJIMMOP(PU3MOM, TaK Kak Jaxke y OJHOrO BUaa, Ha-
npumep Bartonella quintana (atoreH, BbI3bIBAIOIIWI
OKOITHYIO JIMXOPaAKy), HOJNSI HYKJICOTUIHBIX 3aMEH
MOXET BO3pacTath 10 ypoBHH 2.5%. [loTeHIMAIBHO,
OeJIKM 3TOTO TUITAa MOTYT paccMaTprBaThCs Kak pak-
TOPHI MHBA3W!1 B JIMINATHUKOBBLINA TaJJIOM. DBOJIIO-
ONOHHBINA (raoreHeTMYeCKMii aHanm3 OenkoB TI-
GRO02302y L. ramalinae n L. minor noka3zan (puc. 1),
YTO Y 000X IITAMMOB 3TOT I'eH (DOPMUPYET OTIEIIb-
HBII KJIaCTep B Mpeaesiax BEeTBU, B KOTOPYIO BXOIST
KaK BBIIEJIEHHBIE U3 HEOMOJIOTMYECKUX CYyOCTpaTOB
oakrepun Chelatococcus reniformis, Alsobacter soli
(Guetal., 2016; Sun et al., 2018), Tak u srMdUT pac-
teHuit Methylobacterium haplocladii (Tani, Sahin,
2013) unu Ki1yOeHbKOBbIe CUMOUOHTHI Methylobacte-
rium nodulans (Jourand et al., 2004). YuautsiBasi, 4To
cpenu aHHOTHUpoBaHHBIX B 0a3ze NCBI mocnenosa-
TEJILHOCTEIi 3TOro TeHa, 00JIbIIast YacTh aCCOLIUMPO-
BaHa C 3SMU(PUTHBEIMA OaKTEPUSIMU WA OAKTEPUSIMA
CUMOMOHTAMU PACTeHMId, Mbl MOXEM MPEAIoo-
KUTb, YTO OakTepuu Lichenibacterium B TUILIaliHUKaX
MOTEHIINMAJIBHO MOTYT OBITH ACCOLIMMPOBAHEI C 3€JIe-
HBIMU BOJOPOCIISIMHU, a HE C TpUOaMMU.

@Dareumnbl 1 MUIMHLI. OCOOEHHOCTBIO SHAOIN-
XeHOOMOHTOB L. ramalinae n L. minor IBns1eTCS HAJIN-
yye y HUX KJIETOYHOIO IMKJIa pa3Butusi. Ha paHHux
3Tamnax pocTa KyJbTyphl X KJIIETKU MOJBUIKHBI 32 CUET
XKrytuka. ITo3nHee OHM yTpayuBalOT XKIYTUK U IEpe-
XOIST K INIEHOYHOMY MJIM KOJIOHUAJILHOMY pocTy. Ta-
KH€e 0COOEHHOCTU XXKU3HEHHOTO IIUKJIA TIPEAIIOIaraloT
Hajimyre OesIKOB, Y4YacTBYIOLIMX B (POpMMpPOBaHUU
XKTyTHKAa U KOHTPOJIE €TI0 aKTUBHOCTU — Jiareuii-
HOB, a TaKxXe 0eJIKOB (pUKcally Ha TBEPIOI MOBEPX-
HOCTU — IMUINHOB. bosbillasg 4yacTh reHOB OEIKOB
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Puc. 1. DBomonnonHbIi aHanu3 ¢wioreHnu reHa TIGR02302 MeTogoM MaKCHMMAaabHOIO MPaBIONOa00Ms. DBOMIOLIMOHHAS
UCTOpUs OblJIa OMpeiesieHa C TOMOIIBIO0 METO/IAa MAKCUMAaJTLHOTO TIpaBaoronoous u moaenu Jones et al. w/freq. [lokaszano ne-
PeBO ¢ HaUOOJBIINM JIoraprupMUIecKUM npasaonogodueM (—36249.81). IpolieHT gepeBbeB, B KOTOPHIX COOTBETCTBYOIIUE
TaKCOHBI KJIACTEPU3YIOTCSI BMECTe, MOKa3aH PsIIoM C BeTBAMU. McXomHble nepeBbsi 11 9BPUCTUYECKOTO MOMCKa ObUTH MOJTy-
YeHBI aBTOMaTUYECKU ITyTeM ITpuMeHeHus anropuTMoB Neighbor-Join u BioNJ k MaTtpuile mapHbIX pacCTOSTHU, OIIEHEHHBIX
¢ moMoribio monenu JTT, a 3areM BEIOOpa TOIOJIOTMU ¢ HAMOOJIBIITUM 3HAYEHUEM JIorapuMUIecKoro npasaoronoous. Jde-
pPEBO HAPMCOBAHO B MacllTade, JJIMHA BETBE U3MepPsIeTCsl B KOJIMUECTBE 3aMeH Ha cailT. B nanHoM aHanu3e yyactBoBanu 39
aMMHOKUCJIOTHBIX TTOCIefoBaTeIbHOCTe. Becero B okoHUYaTeTbHOM Habope JaHHBIX Obu10 1052 mo3uumn.

MN3BECTUA PAH. CEPUSA BUOJOTUYECKAA Ne 1 2023
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Ta6muna 1. 3HaueHUsI TOMOJIOTMU OCHOBHBIX TEHOB COOPKU NMWJINMHOB L. ramalinae vi L. minor B cpaBHeHUU ¢ UIOTeHEe-
TUYECKUMU COCEASIMU 110 T'eHaM, KOJUPYIOIIUM KOMITOHEHTbI TUJIMHOB

Howmep
AMUHOKUCJIOTHOM Benuuuna IMpoueHT Howmep B 6aze
Benok T'oMonornyHbie BUIBI
MocCJIeI0BaTeb- MOKPBITUS | MIEHTUIHOCTU GenBank
HOCTH B TeHOME
Lichenibacterium minor
WP_129227699 | PAP Bosea thiooxidans 100% 51.41 WP_055728783
( Skipper et al., 2019) **
WP_129224958 | PAP Methylobacterium pseudosasicola 96% 52.74 WP_092042786
(Madhaiyan, Poonguzhali, 2014) ***1i
WP_129222914 | Flp family Rhizomicrobium palustre 100% 50.00 WP_167081865
type I'Vb pilin | (Ueki ef al., 2010) *
WP_129222940 | Flp family Limoniibacter endophyticus 98% 66.67 WP_ 189488722
type IVb pilin | (Lieral., 2018)*
Lihenibacterium ramalinae
WP_129217141 | Flp family Devosia crocina 100% 62.26 WP_092425185
type I'Vb pilin | (Verma et al., 2009)%
WP 129217142 | Flp family Hyphomicrobium denitrificans 100% 61.1 WP_015596543
type I'Vb pilin | (Urakami et al., 1995)%
WP_129221696 |PAP Methylorubrum populi 99% 57.03 WP_ 141950466
(Van Aken et al., 1995)%
WP_129220976 |PAP Methylobacterium pseudosasicola 100% 51.49 WP_092042786
(Madhaiyan, Poonguzhali, 2014) ***11
WP_129220479 |PAP Methylobacterium variabile 98% 48.35 WP_157080794
(Gallego et al., 2005)%
WP_129217136 | Flp Methylobacterium oxalidis 100% 50.18 WP_147024217
PAP (Tani et al., 2012) 1!
CpaB

ITpumeuyanue. PAP — Genok c60pKu muiieil; ¥ — KOpHU pacTeHMit; ** — maTtoreH yejaoBeka; *** — cTUMYJIUPYIOT POCT pacTeHUI; || —

aMUMUTHL; § — CBOOOTHOXUBYIIINIE

COOpKM TIMJIEM MCCIIEHOBAHHBIX OakTepuii MMEIOT
HU3KUI YPOBEHb rOMOJIOTUM C OOJIBIIMHCTBOM OaK-
Tepulii B Tipeneiax knacca Alphaproteobacteria v TONb-
KO HEMHOTHE UMEIOT YpOBeHb ToMojiornu 6oiree 50%
(Tabm. 1).

Hwuzkwuii ypoBeHb TOMOJIOTMM IIPEAIiojiaracT Ha-
JINY1e HOBBIX CEMEMCTB TaKMX OEJIKOB, YTO 00YCJIOB-
JICHO ceJieKLMell B JIMINAHMWKOBBIX CHUMOHO3ax U
M30JsILMell mpeacTaBuTeseil cemeiictBa Lichenibac-
teriaceae KaxK OTIEILHO 3BOJIOLMOHUPYIONICIT BETBU
nopsinka Hyphomicrobiales. HecMoTpst Ha TeCHYIO ac-
couunanuio 0akrtepuit poma Lichenibacterium c nu-
IalHMKaM1, UX MAIMHB UMEIOT 00Jjiee BbIpPasKeH-
HYIO TOMOJIOTHIO C T€eHaMU KOPHEBBIX CUMOMOHTOB
pactenuii (Ueki et al., 2010; Li et al., 2018), srtmdput-
Hbix (Tani ef al., 2012; Madhaiyan, Poonguzhali,
2014) W BBIOEJIEHHBIX M3 HEOMOJOTUYECKUX Cpell
(Urakami ef al., 1995; Van Aken et al., 1995; Gallego
et al., 2005) nipencraButeneii Knacca Alphaproteobacte-
ria. EmMHCTBEHHBII OXapaKTepn30BaHHbBII Ha TaHHBIA
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MOMEHT NpeNCTaBUTENb ceMeiicTBa Lichenihabitanta-
ceae (knacrepa LAR1), Lichenihabitans psoromatis, n3o-
JmpoBaHHbIN 13 nuaiiHuka (Noh et al., 2019), He-
CMOTPSI Ha CXOACTBO 9KOJIOTMYSCKUX HUIIT OOUTAHUS,
He UMeeT MUJINHOB, a TeHbI (hJIareJUTMHOB OrpaHude-
HBI MotA U TpeMs TeHaMHM OMOCHHTE3a U 3KCIIOpTa

(f1i0, fliQ, flil).

Y oboux BunoB Lichenibacterium TIpUCYTCTBYIOT
TIOJTHBIE OITepOHEI, BKITIOYAIOIIINe BCe HEOOXOMMMEBIE
reHsl i1 coopku Motopa u Krytuka (fiIEFGIJKN-
PQR; figABCDEFGIJ; motA). HenaBuo y Caulo-
bacter crescentus ToKa3zaHO HaJW4ue 3aBUCHUMOCTU
aJire3uM OT aKTUBHOCTH KOMILJIeKca OeIKOB, OTBeYa-
olIMX 3a akTuBHOe nepemetenue (Hug et al., 2017).
B gactHoctu, myrantel AfIiFG, AmotA, AmotB n
AfliL Tepsinu cnocoOHOCTh 3(P(HEKTUBHO TIPUKPEII-
JISTbCSI K TIOBEpXHOCTU cyOcTpaTa. IIpomyKThl 3Kc-
MPECCUY 3TUX TEHOB YY4aCTBOBAJIU B MEXaHOPELICTILIN U
TMOBEPXHOCTU W 3aITyCKaJIi MEXaHW3M COpachIBaHMS
KTYTHKA Y Tiepexoaa K CTallMOHapHOMY CYIIIeCTBOBA-
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HUIO B BUJE OMOIUICHKM Ha IIOBEPXHOCTHU CyOcTpara.
MyTaHThI, y KOTOPBIX ObLI HOKAYTUPOBAH I'eH motA,
He OBIJIM CIIOCOOHBI ITePETH OT IJIAHKTOHHOM CTa-
I K OMoIIeHOYHOMY (peHoTHITy. MBI IpenIronara-
eM, uTo L. ramalinae v L. minor 00J1a1aroT CXOMHBIMUA
MexaHu3MaMu (OMUPOBaHUSI OMOILUIEHOYHOIO (e-
HOTHIIA TIpY BHEOPEHUM KJIETOK ATUX OaKTepuii B
TaJIJIOMBI JIMITAHUKOB.

benku unBaszuu jJokyca B (IalB). Otu 6enkm acco-
LIMUPOBAHBI ¢ KOMILUIEKCOM WHBA3UU B SPUTPOLIUTHI
y Bartonella bacilliformis, sHn0oIIapa3ura ceMeicTBa
Bartonellaceae (Hyphomicrobiales). Panee 6b110 mo-
kazaHo (Coleman, Minnick, 2001), yTo HoKayTupoBaH-
HbI€ 110 reHy ialB 6akTepuu yTpauuBajid CHOCOOHOCTh K
aJre3uy v NocJeayIoliei THBa3uu B 9pUTPOLIUTHIL. [0-
MOJIOTM 3TOro Oejika ObUIM Takxke OOHapy:KeHbI B
O6akTepusix ponoB Bradyrhizobium n Rhizobium, acco-
LIMMPOBAHHBIX C KOPHSIMU pacTeHuii. OqHako aHa-
Jin3a UX (PyHKUMU y ITUX OaKTEepuil B JIUTEparype
HaiiTh He ymanochk. MHTepecHO, 4To B pabote Colle-
man 1 Minnick (2003) ompeneiaeHHe KOJIMYEeCTBA
oenka IalB ¢ momorsio SDS-PAGE 1 uMMyHOO10T-
THUHTa II0Ka3ajo HaumoOoibllee KonudecTBo lalB B
KMCJIBIX yeaoBusx win rpu 20°C, B To BpeMsI Kak IIpu
37°C 1 B OCHOBHBIX YCJIOBMSIX CHHTE3UPOBAJIOCH
HauMeHblllee KOJUYEeCTBO 3Toro Oenka. M3BeCcTHO
(Pankratov, 2012), 94To BOogHBIE TOMOTEHATHI JIUIIAI-
HUKOB nmetoT pH MeHee 5.0, a onTUMaIbHbIE TEMIIE-
paTypbl IS pocTa OOJBIIMHCTBA OaKTepUaTbHbBIX
U30JISITOB HETPOMUYECKUX JIMIIAHHUKOB HaXOISITCS
B quamna3oHe ot 15 1o 25°C. B HacTos1ee BpeMsl 3TU
OeKM OOHApYXEHBI, COIIACHO 0a3e OPTOJOTMYHBIX
reHoB COG, mraBHBIM 00pa3oM B rpynmax Alphapro-
teobacteria (109 opranusmon) 1 Gammaproteobacteria
(19 opranusmoB) u Betaproteobacteria (1 opranuzm). ¥
Oakrepuit L. ramalinae i L. minor 3TM 6€JIKA MOTYT I10-
TeHILMAIbHO MCIIOJIb30BaThCs ISl afalTalliu K KUC-
JIO cpejie TalJIOMOB.

Integration host factor (IHF). DTu 6enku 0ObIYHBI
B IIpOKapuoTaX, TaK KaK y4YacCTBYIOT B pEryJIsuun
TpaHckpuruu, cBsa3biBast JHK 1 mpnnasas eit crie-
UdUIECKYIO CTPYKTYpy. ¥ oboux BuaoB Lichenibac-
terium OHMU IIPENCTABIICHBI ABYMSI CyObEIMHULIAMMU, Ol
u . HecMoTpst Ha TO, 4TO 3T OENKM HE Y4acTBYIOT
HaMpsIMyl0, KakK HarpuMep OeJIKU HOIYJSLUU WU
CEeKpelrU, B AaCCOLMAIINY C XO3SIICKIM OPTaHU3MOM,
OHM CITOCOOHBI PETYJIMPOBATh psn PYHKIIMI OakTe-
pMaJbHOM KJIETKU, CBSI3aHHOM C BUPYJIEHTHOCTHIO, a
TaK:Ke PE3UCTEHTHOCTHIO K psany pakTopoB. Tak, Ha-
npumep, vy FE. coli IHF axktmBupyeT sKcrmpeccHio
oInpeneJeHHOTO Habopa TeHOB, HEOOXOAMMBIX ISl
BBDKMBAHUS TIPU YPE3BBIYATHO HM3KMX 3HAYCHMSIX
pH (Bi, Zhang, 2014). Stonehouse u et al. (2008) moka-
3aJI1, YTO UHAKTUBALIUS iAfA u ihfB, TeHOB, KOOUPYIO-
mux cyorenmHunbl IHF, cHizkaeT ypoBHU 3Kcpeccuu
JIByX OCHOBHBIX (haKTOPOB BUPYJIEHTHOCTH fCpA U cix 1
MpeAoTBpalliacT BIpabOTKyY nuianHa Vibrio cholerae, pe-
TyJIMPYEMOIro TOKCMHOM, 1 XOJIEPHOIO TOKCHHA. Y Li-
chenibacterium Han0oJjiee OJIM3KMMHU TOMOJIOTaMU IIO
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STUM T€HaM oKa3amchb Rhabdaerophilum calidifontis, a
Takke npeactaButenu poanoB Camelimonas n Microvir-
ga ¢ ypoBHeM TomoJtoruu 6osee 74%. MI3BecTHO, 4TO
nBa Buma pona Camelimonas BIAEICHBI U3 TJIALICHTHI
U MOJIOKa TEeTJIOKPOBHBIX XKMBOTHBIX, @ CPEAW BUIOB
pona Microvirga Tpy SIBJISIFOTCSI CUMOWOHTAMU pacTe-
auit (Kampfer et al., 2012; Rad et al., 2014; Zhang et al.,
2015). Rhabdaerophilum calidifontis HenaBHO BbIIEIeH
W3 OCAJIKOB TOPSIYMX MCTOYHMKOB M OIMCAH KakK
MIpeacTaBUTENIb HOBOro cemeiictBa Rhabdaerophilla-
ceae B nopsinke Hyphomicrobiales (Ming et al., 2020).

Apyrue dakropsl BupyaentHoctu. K dakropam
BUPYJEHTHOCTU OTHOCST Psili OJIKOB, Y4aCTBYIOIIUX
B peleNiMyU CUTHAJIOB XO341CKOTO OpraHu3ma, pe-
LIETIMU U TpaHCHopTe cuaepodopoB U (hepMeHTHI
CUHTE3a aHTUOMOTHUKOB.

Cencopuble eucmudur KuHaswvl. B TeHOMax o0omx
mTaMMOB Lichenibacterium OBITN HalIeHBI TEHBI, KO-
JIUPYIOIIE CEHCOPHbIE TUCTUINH KUHA3bl U TMOPUII-
Hbl€ CEHCOPHbIE TUCTUIMH KUHA3bl U PETYJISITOPhI OT-
KJIMKa. DTN (PEPMEHTBI PETYJIMPYIOT B3aUMOICHCTBIE C
XO3SIMICKUM OPTraHU3MOM ITyTeM KOHTPOJIS Tlepeaadyu
curHaja aByxKoMIoHeHTHbIMU cucTeMamu (TCS) ¢
MOCJIEAYIOINM aBTO(pocHOpMIIMPOBAaHIEM KOHCEP-
BaTMBHOI'O OCTaTKa TMCTUIWHA B OTBET Ha CTUMYIL.
bavxaliimymMuy roMosoraM reHOB TMCTUAWH KUHAa3
HUCCEAYyeMbIX OaKTepUil SBISIOTCS T€Hbl TUCTUAWH
KWHa3 pOJACTBEHHBIX OakTepuit Kinacca Alphaproteo-
bacteria, 111 KOTOPbIX QYHKIIMU 3TUX OEITKOB MOTYT
OBITh IpeCKa3aHbl TOJIbKO HA OCHOBAaHUM UMEIOLIMXCS
B JIMTepaType JaHHbIX. Haubonee 01M3KUMU TOMOJIO-
ramMy OKas3ajuch TUCTUAWHOBbIE KWHAa3bl OaKTepUid,
MPEaCTaBISIIOIINX ceMeicTBa Beijerinckiaceae, Methy-
lobacteriaceae n Lichenihabitantaceae (puc. 2). Brisieie-
HbI pa3nyursl B COCTaBe U KOJUUYECTBE OPTOJIOTMYHBIX
T€HOB, KOAUPYIOLIUX TMUCTUAVH KUHa3bl, y L. ramalinae
u L. minor. Tak, HaripuMep, B TeHOMe L. minor Haiiae-
HbI IBa OPTOJIOTUYHBIX TeHa kdp D, B TO BpeMsl KaK y
L. ramalinae 5tu TreHsl He HalineHsl (puc. 2r). KdpD
B coyetaHuu ¢ KdpABC peryaupyeT KajJueBblit ro-
MEOCTa3 U BUPYJEHTHOCTb y pa3IMUHbIX BUIOB OaK-
tepuii (Duttaefal., 2021). UaTepecHO, YTO TUCTUANH
KMHa3bl, cogepxkaine nomeH HAMP (Histidine ki-
nases, Adenylate cyclases, Methyl accepting proteins
and Phosphatases), GopMUPYIOT H30JIUPOBAHHBIA
knactep cemeiictBa Lichenibacteriaceae (puc. 2a,
26), YTO MOXET ObITh MCHOJIL30BAHO KaK ITOTOJIHU-
TeJIbHbII WHCTPYMEHT B (PUJIOT€HOMHOM aHaju3e
b6akTepuii kiacrepa LAR1 u Hyphomicrobiales. B
1ejoM, B reHoMme L. ramalinae conepxurcs 18 amu-
HOKUCJIOTHBIX TOCIeA0BaTEIbHOCTEN pa3IUUHbIX TU-
ITOB TMCTUIVH KWHAa3, a B TeHoMe L. minor — 26. Henas-
HUE pe3yJbTaThbl TOATBEPKAAIOT yJacTUe T'MCTUIANHO-
BbIX KMHAa3 B OaKTepHalibHbIX CEHCOPHBIX CUCTeMax,
KOHTPOJIMPYIOIIMX KOHLIEHTPALUIO KUCI0POoaa U OKH-
cu a3ota B cpene pocra (Gondim et al., 2022).

Peunennus u tpancnopt cuaepogopos. TonB-3aBu-
cumble TpaHcnoptepsl (TBDTs) aTo 6enku BHELTHE
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28 ITAHKPATOB

Ta6auna 2. 3HaueHMsI TOMOJIOTMH TeHOB MOHOOKCUTEHA3bl CUHTE3a aHTUOUOTUKOB L. ramalinae u L. minor B cpaBHEHUU

¢ QPUJIOTeHETUYECKU POACTBEHHBIMU OaKTEPUSIMU

Howmep
aAMUHOKMCJIOTHOM Benvuuna IMpouent | Homep romoiora
MOCIeTOBATEILHOCTU Tomororurbie BuEt MOKpBITUS, % |uneHTUIHOCTH | B 6a3e GenBank
B TeHOME
Lichenibacterium ramalinae

WP_129217131 Lichenibacterium sp. 6Y81 99 92.66 WP_237477013
Lichenibacterium minor 99 90.83 WP_129224161
Aureimonas altamirensis 99 68.81 WP_232413559
Aureimonas ureilytica 99 67.89 WP_058635188
Amorphus coralli 98 66.67 WP_018698660
Skermanella aerolata 100 65.45 WP_044429191
Rhodoligotrophos appendicifer 99 65.14 WP_ 144293913
Methylobacterium oryzihabitans 100 64.55 WP_127729087

WP_129217335 Lichenibacterium sp. 6YS§1 100 86.73 WP_237477124
Lichenibacterium minor 100 84.69 WP_129222562
Lichenihabitans psoromatis 100 63.27 WP_ 165492806
Sinorhizobium fredii (PAB) 97 51.04 WP_012709011

WP_129219385 Methylobacterium sp. 275MFSha3.1 (PAB) 100 73.77 WP_091675833
Methylobacterium sp. Leaf§8 100 72.95 WP_056271413
Methylorubrum extorquens (PAB) 100 70.49 WP_003598456
Methylobacterium oryzae (PAB) 98 68.85 WP_043758477

WP_129224161 Lichenibacterium sp. 6YS81 100 94.59 WP_237477013
Aureimonas altamirensis 98 68.81 WP_232413559
Skermanella mucosa 100 66.67 WP_202680322
Bradyrhizobium sp. Tv2a-2 (PAB) 99 66.36 WP_024519766

Lichenibacterium minor

WP_129225689 Lichenibacterium sp. 6YS§1 100 78.79 WP_237479053
Comamonas thiooxydans 100 70.71 WP_034407119
Comamonas testosteroni 100 70.71 WP _149356526
Mesorhizobium amorphae (PAB) 100 67.68 WP_192177866

WP_129227845 Lichenibacterium sp. 6YS§1 100 87.37 WP_237477550
Aureimonas psammosilenae (PAB) 100 64.21 WP _152046766
Gemmobacter straminiformis 96 63.04 WP_185798974
Rhodobacter amnigenus 96 60.87 WP_161762857
Deinococcus planocerae 96 56.52 WP_102126279

ITpumeuanue. PAB — 6akrepun, accomumpoBaHHBIC C PACTCHUSIMU

MeMOpaHbI 0aKTepuii, KOTOPhIC CBSI3LIBAIOT U TIepe-
HOCSIT XeJIaThI Xejle3a, Ha3blBaeMble cuaepodopamu,
a Takke BUTaMrH B12, KOMIUIEKChI HUKEJIS 1 YIJIEBOBL.
IIponecc mepeHoca TpedyeT SHEPrur B BUAE IIPOTOH-
HOI TBUTATEIBHOM CHJIBI M KOMILJIEKca U3 Tpex Oei-
KOB BHyTpeHHell MeMOpaHbI, TonB-ExbB-ExbD, s
repeaadyyr 3TOM SHepPTUY Ha BHEIIHIO MeMOpaHy. Y
000MX IIITAMMOB I'€HbI, KOAUPYIOII1E 3TU OEIKU, Hali-
nensl. TonB penienTopbl oKa3ammch TOMOJIOTHYHBIM

MN3BECTUA PAH. CEPUS BUOJOTUYECKAA  Ne 1

TaKOBBIM y Oakrtepuii Nitrobacter winogradskyi, Arch-
angium violaceum, Cystobacter fuscus ¢ ypoBHEM TOMO-
morun 45—50% w BemmuumHoit Query Cover 97%.
HanGompmmii ypoBeHb TOMOJIOTUM XapaKTepeH IS
Lichenihabitans psoromatis — 57.64% nipu BenTuInHE
Query Cover 96%.

Monookcueenaza cunmesa aumubdbuomurkos (Abm).
Y L. ramalinae o6HapyXeHO IIIECTh IIApaJIOTOB 3TOTO
depmenTa, ay L. minor — IiITh.
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HauGonee puioreHeTndecku OJIM3KMMU K TeHAM
Abm Lichenibacterium okazanuch romoJjioru Licheni-
habitans psoromatis (BemuuuHa cxonctsa 64.29%) u
Rhizobium arenae (53.12%). Hexoropble opTOJIOTH,
kak Hampumep Abm WP 129219385 L. ramalinae,
MMEIN BBICOKOE CXOICTBO C T€HAMM 3SHU(PUTHBIX
Methylobacterium, BBIIEIEHHBIX C TOBEPXHOCTH JIM-
CTbEB pa3IMYHBIX PACTeHUI (BEJIMYMHA CXOACTBA
70—74%). Y L. minor ToMOJIOTaMH 1O TeHYy abm OKa-
3BIBAIOTCSI CMMOMOTUYECKUEe Oaktepuu Aureimonas
psammosilene, ITaMMbl TpyIinbl Mezorhizobium, na-
ToTeH uenioBeka Comamonas testosteroni, a TakxXe CBO-
oonHoxuyiue Hyphomicrobium zavarzinii u Sker-
manella mucosa (Tadn 2).

MdepMeHTHI 3TOI0 CylepceMeicTBa Y4acTBYIOT B
CUHTE3€ MOJUKETUIHBIX aHTUOMOTUKOB (Grocholski
etal.,2012). HepaBHO moka3zaHa cCIOCOOHOCTb MOHO-
OKCUT€HAa3bl PeryJupoBaTh MHBA3UIO ITaTON€HHBIX
rpu6oB B TKaHM pacteHuit (Patkar, Naqvi, 2017). B
YaCTHOCTH, MOHOOKCHUTEHA3a CIIYKUT 3(P(PEKTOPHBIM
MENTUIOM, CIIOCOOCTBYIOILIMM ITOCIIEAYIOIIEH KOJIOHU-
3anum TKaHell. MHTepecHO, 4To opTojorn Abm mapa-
3UTUYECKOTro rpudka Magnaporthe oryzae 06U OOHA-
PYKEHBI TOJIbKO Y HECKOJIBKMX BUAOB CUMOMOTUYECKIX
0aKTepuii, YTO MO3BOJISIET MPEAMOJIOKUTD, YTO IIaTO-
TeHHas JIMHUS TIpruoopensa Abm, BepOsSITHO, ITyTEM
TOPU30HTAJIBHOTO MepeHOoca T€HOB OT PU30C(hepHBIX
OakTepuii.

H3BecTHO, uTO HaubGoee 3((HEKTUBHBIMU 3aITUT-
HBIMU MEXaHU3MaMU PACTEHUI SIBJISIOTCS TOPMOHBI U
TOPMOHOITOJOOHBIE COENMHEHMSI, TAKME KaK CaTUII-
JIOBasi KMCJIOTa, >KaCMOHOBAasi KUCJIOTa WU STUJIEH.
OTHU K€ COeNMHEHMS CITOCOOHBI BBIIEJISITh 1 3€JIEHbIE
Bogopocau (Tarakhovskaya et al., 2007). Tak Harnpu-
Mep, Pichler et al. (2020) oOHapyX1JI1, YTO MHIOINII
YKCYCHasi, UHIOJIWUJI MacisiHasi, abClIM30Basi, KacMo-
HoBasi KUcJoThl, Tu66epeiiudH A3 (GA3) u GA4 BbI-
CBOOOXIAIOTCSI BHEKJIETOYHO y BOAOpOCeil poja
Trebouxia n Asterochloris ((pOTOOMOTHBI JIMIIAMHM-
koB). IlokazaHo, 4yTo Abm CcIOCOOHBI WHAKUBUPO-
BaTh KACMOHOBYIO KHCJIOTY, BbIAEISIEMYIO PACTEHU-
€M B OTBET Ha 3apaXeHue MaTOreHHbIMU TpudaMu
(Patkar, Naqvi, 2017). Hanuuue HeCKOJbKMX KOITU
MapajoruyHbIX TEHOB 3TOr0 GejiKa MOXEeT ObITb UH-
JIMKATOPOM MX (DYHKIIMOHAJIBHOCTU, YTO TTO3BOJISIET
BBICKA3aTh MPEAIOJOXCHUE O HAJIMYUU CXOMTHBIX C
BBILIENPHUBEISHHBIM MEXaHU3MOM WHBa3uu Licheni-
bacterium B TUITATHUKOBBIN TaJLJIOM.

Takum o0Opa3zoM, aHAJIM3 TeHOMOB JIBYX OakKTe-
PUOOUOHTOB JIMINAUHUKOB L. ramalinae v L. minor
OOHApYXUJI F'eHHbIE JeTePMUHAHTBI, 00eCIeUnBal0-
e CUHTE3 (PAKTOPOB aAre3nu, OCIKOB IMMJIMHOB U
dJareJJIMHOB, CIOCOOCTBYIOLIUE (UKCALIUN KIIETOK
Ha TPMOHOM MMILIEIVM U HAa KJIETOYHBIX CTEHKAX BO-
nopocieii. Hammane nByx ¢GeHOTUIIOB — MJIAHKTOH-
HOTO U TVIEHOYHOTO MO3BOJISIIOT OakTepusiM poaa Li-
chenibacterium wMurpupoBaTh B (OPMUPYIOIINECS
MOIeNY JTUIIANHUKOB U J1ajiee UHTEIPUPOBAThCS B
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HUX, IIepexolsl B IUICHOYHbBINA (peHOTUI. 3HAYEHUSI
TOMOJIOTUHU OTAEIbHBIX U3yYEHHBIX T€HOB, ITPOIYKThI
9KCIPECCUM KOTOPBIX OOECHEYMBAIOT PETYIISILIAIO
WHTETPALNU, ANANTAllMUA U BBDKUBAHUS, TIO3BOJISTIOT
JIOIMOIHUTH Halry rurore3y (Pankratov ef al., 2022) o
0ojiee TecHOU (HU3MONIOTMYECKOUN CBSI3U OakTepuit
pona Lichenibacterium ¢ 3eJIEHBIMA BOIOPOCHISIMU,
yeM ¢ Tpubamu.

Howmepa noctyna DDBJ/ENA/GenBank st mo-
CJIe10BaTEIbHOCTEM, NTPOaHATM3UPOBAHHBIX B 3TOM
ucciaegoBanuu, cieaywoiiue: QYBC000000 (reHom
mrramma RmIP001T) 1 QYBB000000 (reHoM mtamma
RmIP0267).

Co0/ioaeHrne 3THYECKHX cTaHaaproB. Hacrosias
CTaTbsl HE COAEPXKUT PEe3yJbTaTOB HMCCIENOBAHMIA,
MOJIyYEHHBIX C UCTIOJIb30BAaHMEM XXUBOTHBIX B Kaue-
CTBE OOBEKTOB.

KoH(auKT uHTEpecoB. ABTOD 3asIBJISIET, YTO Y HETO
HET KOH(JIUKTAa UHTEPECOB.

®Dunancuposanue. PaboTta (hoMHaHCOBO MoaIepKaHa
MuUHUCTEPCTBOM HAyKHU 1 BBICIIEro oopa3zoBaHus Poc-
cuiickoit @epepanum (loczaganue “MuUKpPOOHOIOTHS
MHHOBAaLIMOHHBIX OnoTtexHooruii”, Ne 122040800164~
6) u, yacTuHO, cpeacrBaMu rpaHta PODOU (19-04-

00297a).

BaarogapaocTu. ABTOp OJIaroJapUT JIMXEHOJIOTA,
COTpyIHMKA Kadeapbl 5KOJIOTUM, GOTAHUKH 1 OXPaHbI
npupoasl CaMapcKoro HalMOHAJIBLHOIO MCCIeI0Ba-
TeabcKkoro yHuBepcurera nmenu akan. C.I1. Koponesa
n E.C. KopunkoBa 3a naeHTH(hpUKAIIAIO TUIIaitHIKA.
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Genome Analysis of Two Lichen Bacteriobionts, Lichenibacterium ramalinae
and Lichenibacterium minor: Factors of Virulence and Adaptation

T. A. Pankratov*

Winogradsky Institute of Microbiology, Research Center of Biotechnology, Russian Academy of Sciences, Moscow, 119071 Russia
#e-mail: tpankratov@gmail.com

Successful invasion and adaptation of bacteria into lichen symbiosis requires the involvement of a number of
physiological mechanisms that regulate interactions between bacteriobionts, mycobionts and algobionts and
ensure the optimization of thallus growth and development. The genomes of two lichen bacteriobionts Li-
chenibacterium ramalinae and L. minor were analysed to identify those factors. No nodulation genes tradition-
al for rhizobia were found. TIGR02302 protein has been suggested to have a similar function. Genes encoding
proteins associated with the implementation of planktonic and biofilm phenotypes — flagellins and pilins —
have been found. These genes have a high level of similarity with the genes of plant symbiont bacteria. Genetic
determinants of virulence factors such as locus B invasion proteins, Integration host factor (IHF), sensory
histidine kinases, siderophore receptor and transport proteins and monooxygenase of antibiotic synthesis
(Abm) were found in the genomes of the studied bacteria. The listed genes have similarities with those in or-
ganisms forming associations of different degrees of association with plants. Based on the data obtained, the
assumption of a priority association of bacteria of the Lichenibacteriaceae family with green lichen algae was

suggested.

Keywords: Lichenibacterium, nodulation factors, virulence, histidine kinase, siderophores, lichens

MN3BECTUA PAH. CEPUA BUOJOTHUYECKAA  Ne 1

2023




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


