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JIunokcureHassl paclipoCTPaHEHbl B OPraHM3Max KMBOTHBIX, PACTEHUN U TPUOOB, Ile BOBJIEUEHBl B LIMPOKUIA
KpPYT TIPOIIECCOB MEXKJIETOUHOM cUTHaIM3anuu. PaHee OBbIJIO yCTAaHOBIEHO TPUCYTCTBUE JTUTIOKCUTEHA3 Y psina
0OaKkTepUil U MPOCTEMILINX, HO UX OMOJIOTMYECKOE 3HAYECHUE OCTAETCS HESICHBIM. TakoKe ObLIO BLIABUHYTO HECKOJIb-
KO HE MMEIOIINUX IKCMEPUMEHTAIBHOTO TOATBEPXKIEeHUs runore3 o6 ux dbyHkuuu. Llenpio Hameir padoThl cTal
SBOJIIOIIMOHHBIN Y TAKCOHOMUYECKUI aHAIN3 OaKTePUAIbHBIX W MPOTO30MHBIX JUMOKCUTEHA3 [UISI OLEHKU WX
(byHKIIMK ¢ MpUMeHeHHeM OMOMH(OPMATUUYECKUX METOAOB. Mbl BBIMOJHWIM MOUCK MOCIeA0BaTeIbHOCTEN Jn-
TOKcuTeHa3 ¢ ucnoiab3oBanueM BLAST, moctponnu puioreHeTndecKre IepeBbsi U CETU W TPOAHATTU3UPOBAIIH TTO-
JlydeHHble JaHHble. Haliu pe3yasraTsl MONAEPXKUBAIOT TUIIOTE3Y 00 y4acTUM JTMIIOKCUTEHA3 B 00pa30BaHUU MHO-
TOKJIETOUHBIX CTPYKTYP Y MUKPOOPTaHU3MOB U X BO3MOKHOM 3BOJTIIOIIMOHHOM 3HAYEHUU B ITIPOUCXOKIEHUN MHO-
TOKJIETOYHOCTH. [loMUMO 3TOTO, MBI HALIUIM MOATBEPXKACHUE CBSI3M JUMOKCUTEHA3 C TTOJaBICHUEM UMMYHHOTO
OTBeTa XO3sIMHA Mapa3sUTUICCKUMU U CUMOMOTUIECKUMU OAKTepUSIMU, B TOM YHCJIe OTIAaCHBIMM OIMITOPTYHUCTH-
YeCKMMU TaTOTeHAMU.
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BBEJIEHUE

JIunokcureHasbl — 3T0 (pepMEHThI, KaTaTU3yl0-
II1Me OKUCJIEHHWE MOJMHEHACHIIIEHHBIX >XKMPHBIX
kucaoT (ITHXKK) ¢ o6pazoBaHreM ruaponepoKcu-
noB [1]. OHu mpeacTaBieHbl CEMEUCTBOM OEJIKOB C
KOHCEpBAaTUBHOW Cpeay 3yKapuoT CTPYKTypoii. B
X aKTUBHOM CaliTe COOEPKUTCS HETeMOBOE XeJle-
30 WIM peako mapraner [2]. JInmokcureHassl A~
POKO pacIpoCTpaHeHbl Y XUBOTHbBIX, paCTeHUN U
rpu0oB [3, 4], BBITTOJIHSS UACHTUYHYIO (PYHKIIUIO:
CHHTE3HUpyeMble MMM OKHUCJICHHBIC ITPOM3BOMTHEIC
ITHXKK, oKCUIUNUHBI, SIBIASIOTCS OMOJOTMYECKU
aKTUBHBIMU BEIIIECTBAMMU.

* TlepBoHaYaJIbHO aHTIMIACKUI BapMaHT PYKOMMCH OITyOJIv-
KOBaH Ha caiite «Biochemistry» (Moscow) http://protein.bio.
msu.ru/biokhimiya, B pyopuke «Papers in Press», BM20-168,
03.09.2020.

** Anpecat JJ1s1 KOPPECITOHICHLIVH.

OCHOBHBIM CyOCTPaTOM JIMTIOKCUTEHA3 MO3BO-
HOYHBIX SIBJISIETCS apaxuaoHoBast kruciaota. Mx npo-
JIYKTBI — JIEHKOTPUEHBI, TUIPOKCU- U OKCOIKO03a-
TETPaeHOBbIE KUCJIOThI U JIMTIOKCUHBI — PETYIUPY-
10T BOCTIAJIUTEJIBHYIO PEaKIINI0, a TakKXke aIloITo3
KJIETOK, (DYHKIIMIO TPOMOOIIUTOB 1 Pa3BUTHE OMYy-
xonu [4—8].

[TpomyKThl TUTIOKCUTEHA3HOM peaKIuy y pacTe-
HUI TaKXe YyJ4acTBYIOT B OTBETE Ha MOBPEXIEHUE U
aTaKky IaTOreHHbIMM MUKpoopraHudmMamu [9—11].
Hawnbosnee M3BECTHBIMU SIBISIOTCS KACMOHATHI —
HUKJINYECKUE OKCUJIUTIMHBI, CTPYKTYPHO HAIIOMU-
HalolIre POCTarIaHANHbBI XXUBOTHBIX U 00J1a1a10-
Ii€ BBIPAXXECHHOW TOPMOHAJIBHOM aAKTUBHOCTBIO
[10].

I[ToMuMoO BBICIIMX pacTEHUI, JUTTOKCUTEHA3BI
MPUCYTCTBYIOT Yy BofopocJieit u mxoB. [Ipeanonara-
€TCsl, UTO y OypbIX BOAOPOCTEH MO JUMOKCUTeHA3-
HOMY TTyTH CHHTE3UPYIOTCS (hePOMOHBI, OCYIIIECT-
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BJISIIOIIIME XMMUYECKYIO aTTPaKIIMI0 MEXIY MYXKC-
KO 1 3XeHCKol rametamu [12]. Y MX0B tuImokcure-
Ha3HBIN IIyTh, 110 BCEW BUAMMOCTH, HEOOXOIUM IS
HopMasbHOTro pa3Butus [13].

HaubGonee nHTepecHO 0COOEHHOCTHIO JIMTTOK-
CUTE€HA3HOTO ITyTH TPUOOB SBJISIETCS IIPUCYTCTBHUE
MapraHueBbix JurnokcureHad (MnLOX), conep:ka-
IIMX B aKTUBHOM IIEHTPE BMECTO MOHA XeJie3a MOH
Mapranua. [Ipenmonaraercsa nx GyHKINSI Kak pak-
TOpa MHBa3WM, a TakKKe B OOCCIIEUCHUM YyBCTBA
KBOpyMa U CMEHbI (hOpMbI Y TMMOP(HBIX IPUOOB
[12].

TakuM 006pa3oM, y MHOTOKJIETOYHBIX OpraHM3-
MOB JIMIIOKCUTEHA3bl BOBJICYCHBI ITPEUMYILIECTBEH-
HO B IIPOLIECCHl MEXKJIETOYHON KOMMYHUKAIIUH, a
TaKKe B IIPOLIECC aHTUMUKPOOHOM 3aIIUThl X MUK-
pOOHOIA arpeccuu.

B cBsI3M ¢ 9TUM BaxkKHBIM IIpeACcTaBIIsieTcss PakT
HaJIM4usl JIUIIOKCUTeHA3 y psiga 0aKkTepuil U mpoc-
Termmx. MeTomamMu MOJEKYJISIDHON TeHETUKU U
OMoMH(pOPMAaTUKU OBLIO YCTAaHOBJIEHO IIPUCYT-
cTBUe JunokcureHas B 0,5% ceKBeHMPOBAHHBIX I'e-
HOMOB OakTepwmii (1o coctostHmIo Ha 2015 1) [14].
JImme HemHOTrMEe U3 3THX (EPMEHTOB U3YUYCHBI in
Vitro: TATIOKCUTEHAa3bl IBYX LIMaHOOAKTepuil pojaa
Nostoc [15, 16], omHOil uMaHOOGaKTEepuM poia
Anabaena [17], muxkcobakrepuu Myxococcus xan-
thus [18] u nceBnomMoHanwl Pseudomonas aeruginosa
[19, 20]. Y3 yucna mpoCTEHIIUX MOCIeI0BaTe/Ib-
HOCTb JINITOKCUTEHA3BI OIMCAaHA TOJIBKO Y CIIM3eBU-
Ka Dictyostelium discoideum [3]. IIpu aTOM Ha ceron-
HSAIIHUN JeHb QYHKLIUU OaKTepuaJbHBIX U MPOTO-
30MHBIX JTUMOKCUTEHA3 OCTAIOTCS MaJIOM3Y4eHHBI-
mu |2, 14, 21].

HaubGonpiuii 00bEM JaHHBIX MO pacIpocTpa-
HEHHOCTH JUIIOKCUTEeHA3 y 0aKTepuidi CyMMUpPOBaH
B 0030pe Horn et al. [14], omHako He TPOBEICHO JIe-
TAJIM3UPOBAHHOIO MCCJICHOBAHUS CBS3M WX HaJIM-
yus ¢ 9KO(MU3MOJIOTUENl COOTBETCTBYIOIIMX Opra-
HU3MOB. B ykazaHHOM 0030pe oTMeueHa BbICOKas
BCTPEYaeMOCTb JIMIIOKCUTEeHA3 Y HUTPUDULIUPYIO-
IIMX OaKTepuil M BBIABUHYTO IPEAIOJIOXEHHE 00
X CBSI3U ¢ MeTaboau3MoM a3ota [14, 22]. Ynoms-
HyTa TaKxKe BBICOKAsI PacIpOCTPaHEHHOCTD JIUIIOK-
CUreHa3 y LMaHOOAKTepUil M ciaejaHa IOMbITKA
9BOJIIOLIMOHHO CB#3aTh 3TOT (hakT ¢ «KucmopomgHoit
Karactpodoii» (Great Oxidation Event), BbI3BaH-
HOW MX aKTUBHOCThIO [14]. OaHako GuoxumMuyec-
KHe MEeXaHM3Mbl TaKOI CBSI3M OCTAlOTCSl HE BIIOJTHE
SICHBIMH.

Bonrbie Bcero yHKIIMOHAIBHBIX TaHHBIX Ha-
KOILUIEHO MO JIUTTOKCUTEHA3€ OIMAaCHOTO OMOPTYHUC-
THUYECKOTO M HO30KOMMAJIbHOTO MaTOreHa — CUHe-
rHolfHol manouku (P. aeruginosa). E€ dhbepMeHT, Be-
POSITHO, IIEMCTBYET KaK (DaKTOp MaTOreHHOCTH. bhI-
JIO 0OHApYXEeHO, YTO OH CIOCOOEH CHMHTE3MPOBaTh
M3 XXMPHBIX KMCJIOT OpraHM3Ma-X03sIMHa JIUTTOKCH-
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HbI C MPOTUBOBOCHAIUTEIbHBIM U JTOKAJIBHBIM UM~
MYHOCYIIPECCUBHBIM AelicTBUeM. Ha ocHoBaHMU
3TOrO IIpeAIoaaraeTcs, 4ro P. aeruginosa MCIOJb-
3yeT JIMIIOKCUTEeHA3y ISl IOJaBIeHNSI UMMYHUTETA
xo3suHa [19, 20]. B mocieaHee Bpemsl TakKe I10sI-
BWIVCHh JaHHBIE, YTO IPYroil m3opepMeHT e€ -
IMOKCUTE€HA3HI 3aImycKaeT ¢heppoITo3 OPOHXUATBLHO-
ro 3MUTENUsI, paclueruisis Gochoaunuabl KIeTKu-
xo3sgmHa [23].

IIpu stom Horn et al. ocobo oTMeualoT, 4To y
OOJIBIIMHCTBA OAKTEepHil, TATOTeHHBIX IJIS YeI0Be-
Ka, JUITOKCUTeHAa3bl He OOHapyKeHbl. B yacTHOCTH,
OTMEYaeTCs] MX OTCYTCTBHE y CTa(pMIOKOKKOB,
CTPENTOKOKKOB, MUKOOaKkTepuil TyOepKyné3a u
JIETIpbI, XOJIEpHOTO BMOpUOHa, Legionella pneu-
mophila, Helicobacter pylori, Klebsiella pneumoniae
[14]. ABTOpBI AealoT BBIBOMA, YTO IJIsI peaaiu3aliu
MMAaTOTEHHOCTH Y 3TUX OaKTePUi TUTIOKCUTEHA3EI HE
SIBJISTFOTCSI HEOOXOTUMBIMU [ 14].

B pabore Goloshchapova et al. [24] nHanbonee
IOJITHO CYMMMPOBAHEI CYIIECTBYIOIINE THITOTE3hI O
(yHKUMY OaKTepralbHbIX JUITOKCUTEHA3:

a) MEXKJIETOUHAasl CUTHaJIu3alus — Takas
GYHKUMS IOCTYIUpyeTCs Iist P. aeruginosa v mpen-
roJjiaraeTcsl sl MUKCOOAKTEpHiA, JEMOHCTPUPYIO-
IIMX CJIOXHBIE COLMATbHbBIC MATTePHBI ITIOBEASHUS;

0) MHBa3MBHBIN POCT 1 Pa3pyIICHUE KJICTOUHBIX
MeMOpaH IaTOreHOM — TaKOil MeXaHW3M IIPeIIio-
Jaraercs mjs P. aeruginosa,

B) VKJIIOHEHME OT MMMYHHOTO OTBETa — TaKasl
cTpaTerust oOcCyXzaajach BbIllle Ha mpumepe P.
aeruginosa,

I') TUIIOKCUTeHa3a KaK CeHCOp KUCaopoaa — Ta-
Kast GpyHKUMS TIPEAIIoIaraeTcs Ijis TUIIOKCUTeHa3bl
P. aeruginosa Ha ocHOBe €€ HU3KOI aD(PUHHOCTU K
KUCJIOPOAY;

) merokcukaums [THXKK, omacHBIX mj1sT MHO-
rux OaKTepuid.

OnHako B yIIOMSIHYTOII paboTe HE IPUBOASITCS
9KCIIEpUMMEHTAJIbHbIE JAaHHBIC B IOMIEPXKKY TOM
WJIM MHO# TUITOTE3HI.

OnTUMallbHBIM pelIeHUEM B YCIOBUSIX HEIOC-
TaTKa 3KCIEePUMEHTAIbHBIX TaHHBIX SIBJISETCS (U-
JIOTEHETUYECKOE M TAKCOHOMUYECKOE IMPOpIINPO-
BaHME OAaKTEepUAJIbHBIX M IPOTO30MHBIX JIMTIOKCH-
reHa3 U CpaBHEHUE MOJYYEHHBIX TpoduIeii ¢ TuTe-
paTypHBIMU TaHHBIMHU 00 3KO(MDU3NOJIOTUN COOTBET-
CTBYIOIIMX OpraHn3MoB. OIMHAKO Ha CeTOMHSIITHUI
JIeHb 00BEM TaKMX pabOT HETOCTATOYEH.

B 0630pe Horn et al. [14] mpuBoaguTcs TOABKO
TaKCOHOMMYECKUI podUIb Ha YPOBHE THUIIA, YTO
He TI03BOJIsIeT HAlTH accolMaliu ¢ 3KODU3NOJIO-
rueit. Hansen et al. [25] npoBenu ¢unoreHeruyec-
KO€ pomInpoBaHre OaKTepHaTbHBIX JUIIOKCUTE-
Ha3, OQHAKO OHM CPaBHUBAJIM CBOMW pPE3YyJETaThI C
OMOXMMMYECKHMU, a C He 3KO(PU3UOJIOTMIECKIMU
JMaHHBIMU.
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Lenpio Hamreit paboOThl CTaJO yCTaHOBJIECHUE
CBSI3U (DWJIOTE€HETUYECKOTO M TaKCOHOMMYECKOIO
pacrnpeziesieHus1 JTUTIOKCUTeHa3 0akTepuil U Mpoc-
TEUIINX ¢ UX 9KOPU3NOIOTUUECKUMU OCOOEHHOC-
TSIMU.

MATEPHAJIBI 1 METO1bI

ITouck BepOSTHBIX MOCIAEAOBATEAbHOCTEN K-
MOKCUTeHa3 MPOBOAMUJICS C MIOMOIIbIO MPOrpaMMBbl
BLAST [26] B 6a3ax UniProt (https://www.uniprot.
org/blast/) [27] m NCBI (https://blast.ncbi.nlm.
nih.gov/Blast.cgi). Mbl HCIOIb30BaJIM JOBE 0a3bl
IJII CHMXKEHUsSI BEPOSTHOCTH JIOXKHOOTPULIATEIb-
Horo pesyibraTta. OCHOBHOI MOMCK Cpeau OakKTe-
puii npoBoauan B 6a3e naHHbIX UniProt, yrouHsio-
muit mouck — B NCBI. g sykapnoT OCHOBHOM
nouck mipooguim B NCBI, yrounsiomuit — B
UniProt. Mcnioib3oBaHMe pa3nnyHbIX 0a3 11 6ak-
Tepuil 1 MpocTeHIux cBsI3aHo ¢ TeM, uTo BLAST
UniProt Gojiee onTuMajbHa [Jid BU3YaJdbHOTO
KOHTPOJISI OOJIBIIIOrO KOJMYECTBA BHIpaBHUBAaHUIA
(6onee 500 — nisg 6akTepuit), B To Bpems: kak NCBI
OINTUMaJibHa JUISI TIPULIEIBLHOTO TOMCKA Cpeand OT-
HOCHUTEJIbHO HEOOJBIIOro 4Yucja IMOCIeI0BaTeNIb-
HOCTEeH (4TO MMEIO MECTO JJIs1 MTPOCTEHIINX).

B kxauecTBe 3ampoCOB MCITOIb30BaIN MOCIEIO0-
BaTEJIbHOCTU JUIIOKCUT€HAa3 W13 0a3bl JaHHBIX
Swiss-Prot, MakcuManbHO ymajJ€HHBIC (DUIOTEHE-
TUYECKU: apaxuaoHat-12-1unoKCcUreHasa 4eaoBe-
ka (UniProt 1D: P18054) [28], mapraHueBas iau-
mokcureHasa rpuba Gaeumannomyces graminis
(UniProt ID: Q8X151) [29] u nuHonear-9/13-nu-
nokcureHasa 6akrepuu P. aeruginosa (UniProt ID:
Q8RNTH4) [30].

DyHKIMOHAIbHAS aKTUBHOCTh OOHAPYKEHHBIX
0e1KoB OblIa onpeaeeHa KOCBEHHbIM METOAOM MO
HaJUYUIO KOHCEPBATUBHOIO JIMIIOKCUI€HA3HOTO
IIOME€Ha, KOTOpPOE IPOBEPSUIOCh C IOMOIIBIO OH-
naviH-cepBuca Batch-CD-Search [31] ¢ ucnonb3o-
BaHueM 0a3bl JaHHbIX CDD [32] u noporoBoii Be-
muuuHel E 0,01, Tlpy coMHUTENbHOM pe3yJibrare
BLAST (3nHaueHue E 6iuM3k0 K eIMHUIIE) TaKXKe
BPYYHYIO IIPOBEPSIM HaJIWdKMe KOHCEPBATUBHBIX
METaJLJICBSI3bIBAIOIIIMX OCTaTKOB.

Ha panpHeiimmx sTanax aHaan3a UCIIOJIb30BaIk
TOJILKO MOCJIeA0OBATEIbHOCTH, MUMEIOIINE B CBOE
CTPYKTYype JUIMOKCUTEHAa3HbI TOMEH U KOHCEepBa-
TUBHBIE METaJIJICBSI3bIBAIOIINE OCTaTKU. WX Hamm-
Y€ TO3BOJISIET C BRICOKOI BEPOSITHOCTBIO TIPEATIO-
JlaraTh (PYHKIMOHAJIBHYIO aKTMBHOCTb 3THUX OeJI-
KOB, ITOSTOMY B JajibHEWIlleM OHU OyayT YIOMU-
HaTbhCsI KaK JIMIIOKCUTEeHA3bl M CYUTATHCSI TAKOBBI-
MH.

C 1e1p10 TAKCOHOMUYECKOTO aHajn3a pacrpo-
CTPaHEHHOCTH JIMIIOKCUTE€HA3 PaCCUMTBIBAIM CKOP-

KYPAKUH u np.

PEKTUPOBAHHBIMA IMOKAa3aTelb BCTPEYAEMOCTH IS
KaXkaoro mnmopsjaka.

Berpeuaemocts = (Yucao ponoB ¢ JTUnoKcureHazaMu,/
/Ymcio mpemcka3aHHBIX TTPpoTeoMoB) x 100

KonuuectBo mpenckazaHHBIX MPOTEOMOB Olle-
HUBau 110 6a3e naHHbIX UniProt, yuutsiBanu Toiab-
KO HEBBIPOXAEHHBIE MpoTeoMbl. Takas ¢dopmyna
HUBEJMPYET BIMSIHUE Pa3Iudrii B KOJIMYECTBE 10C-
TYIHBIX TEHOMOB/IIPOTEOMOB.

MHOXeCTBeHHbIC BBIpaBHUBAHUS CTPOMJIM C
MOMOIIIbIO TOCTYITHOM oHJaitH mporpamMmmbl MAFFT
v. 7 (https://mafft.cbrc.jp/alignment/server/) [33,
34] Mo anaropuTMy C WTEPATUBHBIM YTOYHECHUEM
FFT-NS-i [35], nociienoBaTeIbHOCTU C OOJILLIUM
KOJIMYECTBOM WMHCEPUW U AeJICeLUi yAaasiu UH-
terpupoBaHHbEIM ¢ MAFFT v. 7 cepBepom MaxAlign
[36]. ®dunoreHeTHUYECKUE AePEBbS CTPOUIIU B IIPOT-
pammax MAFFT metonoM o0beaArHEHUS coceleit u
MEGA [37] — MeTOTOM MUHUMAaJIbHOI 3BOJIIOLINH.
B 00oux cirydasix MCITOIb30Baid KOHCEPBAaTUBHBIC
caiitel 1 IlyaccoHoBcKyI0 Momenb 3amMeH. JIist Tec-
TUPOBAHMS Y3JIOB JiepeBa MCI0JIb30BaIM OYyTCTPAM-
MeTon ¢ 500 moBTopeHnamMu. Busyanmnzaums n ana-
M3 (PUIOTeHEeTUYEeCKUX ACPEBLEB IIPOBOAUINA B
noctynHoit onnaitn cpene iTOL (https://itol.embl.
de/) [38].

B nomonHeHMe K IepeBbIM MBI CTPOWUIN U U3Y-
yaau puaoreHeTIeCcKre ceTh. JIJIst X MOCTPOeHUS
U BU3yaJIM3allMd UCIIOJb30BAIM TMPOrpamMMmy
SplitsTree [39]. [depeBbsa 1 CeTU CTPOMJIM KaK IJIS
Bcero Habopa 0OHapPYKEHHBIX IMITOKCUTEHA3, TaK U
BBIOOPOYHO MIJIsI HEKOTOPBIX TPYIIII C 1IeJiblo OoJjiee
JIeTaJbHOTO aHa/In3a.

PE3VJIBTATBI 1 OBCYXIEHHUE

TakcoHoMHYeCKOe pacrpeieieHne JUMOKCUrenas
NOIEPXKUBAET THIOTE3Y 00 UX CBA3U C MEXKKJIETOY-
HOH curHajausanueil. TaKcoHOMHUUYECKOe pacnpeje-
JICHHE JIMIIOKCUTeHA3 Ha YPOBHE THUIIOB, B 1IEJIOM,
cooTBeTcTBOBaO pabore Horn et al. [14]. OgHako
MbI MIpOBeIr OoJjiee AeTaJbHBINM aHaJIU3 Ha YPOBHE
MopsinKoB. JIMImoKcureHa3sl OKa3ajauch HanboJjee
pacmpocTpaHeHbl y TpeAcTaBUTeNell MOPSIKOB
Oscillatoriales (20,93), Myxococcales (16,87) u
Nostocales (14,29) (puc. 1). [Topsinku Oscillatoriales
u Nostocales 00beAMHSIOT HUAHOOAKTEPUM C HUT-
yaroit MopdoJiorueit, Myxococcales — GakTepuu,
obpasyooime miaoaoBsie Teaa. Cpeny nuaHoOakTe-
pUil TUIIOKCUTEHA3bl TAKCOHOMUYECKM pacIipene-
JieHbl cheayloluM obpazom: Oscillatoriales
(20,93) > Nostocales (14,29) > Synechococcales
(6,67) > Chroococcales (4,49), T.c. boJiee TIpeICTaB-
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Puc. 1. BcTpeuaeMocCTb TMITIOKCUTEHA3 B pa3IMYHbBIX MTOpsiaKax 0akrTepuit. M3o00paxeHue moaydyeHo ¢ ucnojib3oBaHuem R Studio

(Bepcus 1.2.1335)

JICHBl Y MHOTOKJIETOYHBIX IIMAHOOAKTEpUii, YeM Yy
OITHOKJICTOUYHBIX. DTO IIPUBOIMUT K IIPEAIIONOXKE-
HUIO, YTO y 6aKTepuil TUMOKCUTEHA3Bl aCCOILUUPO-
BaHBI ¢ 00pa30BaHMEM MHOTOKJIETOYHBIX CTPYKTYP.
s mpocTedInux pacyéT BCTPEYaeMOCTH C
MOIIPAaBKOM Ha IIPOTEOMBI 3aTPyOHUTENICH M3-3a
MaJIOro KOJIMYEeCTBa MOCTYMHBIX HaHHbIX. Ilo He-
CKOPPEKTUPOBAHHOMY I10KA3aTeII0 JUIIOKCUTEHA-
36l HamboJee pacHpoCTpaHEHBI B TaKCOHax
Oomycota (12 BunoB u 5 ponoB) u Mycetozoa (7 Bu-
OB U 6 poaoB) (puc. 2). s mepBoro xapakTepHo
obpa3zoBaHue TpubOMOJOOHBIX MULEINATbHbBIX
dopM, mpeacTaBUTEIN BTOPOIO MHAYE Ha3bIBAIOTCS
C/IM3eBUKaMU M 00pa3yoT MHOTOKJIETOUHbIE CTPYK-
Typbl UCTUHHBIX IJIA3MOAVEB WM IICEBIOILIA3MO-
IMEB 1 TJIOAOBBIX Tell. B ocTanbHBIX IpyIIax Ipoc-
TeUIINX JTUMOKCUTEHA3bl IPUCYTCTBYIOT ¥ 1—2 BU-
noB. Takasi KapTMHa TaKXke COIIacyeTcsl ¢ Ipearo-
JIOKEHUEM O CBSI3U JIMIIOKCUTEHA3 ¥ MHOTOKJIETOY -
HOCTU. [ OMOJHUTEIbHYIO0 MH(GOPMAIINIO IpeIcTa-
BUJI (OUIOTEHETUYECKUI aHAIU3.
DOuIoreHeTHYECKHii aHAJIN3 MOKA3bIBAET TECHYIO
3BOJIIONHOHHYIO CBA3b JUIIOKCUI'€HA3 U MHOTOKJIETOY-
HocTu. Ha dpuoreHeTHUecKuxX nepeBbsX U B (pUIIO-
T€HETUYECKON CeTH JIMITOKCUICeHA3hbl 1IIMaHO0aKTe-

BUOXUMUA tom 85 BbIm. 9 2020

BcTpevyaemocTb

(<3

~

w

2-
0- g 0 3 ;
Apusozoa Ciliophora  Haptophyta Mycetozoa
TakcoHoMUYeckas rpynna

. Bunabl . Popbl

Puc. 2. PactipocTpaH€HHOCTb JTMTIOKCUTEHA3 Yy TPOCTEUIINIX
(rokasatejiM He CKOPPEKTUPOBAHBI HA YMCJIO JOCTYIIHBIX IIPO-
TeoMoB). M3o0pakeHue rnmojydeHo ¢ ucrnoiib3oBaHueM R Studio
(Bepcus 1.2.1335)
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Mycobacteriaceae ---..

lpynna
P. aeruginosa

OomuueTsl

.. PacteHus

g

Nocardia =

KTepuarbHbIn

A

knactep 1

XunBOTHbIE

Nitrosomonadales

Bé;qgiatoa

LinaHobaktepuanbHbi knactep 1

Puc. 3. ®unoreHeTnyeckasi ceTh JJIA BCEX IMMPOAaHAIM3UPOBAHHLIX JIMIIOKCHUI'CHA3. 1/1306pa)KeHI/Ie IIOCTPOCHO C UCITIOJb30BaAHUEM

nporpaMmbl SplitsTree [39]

puii 00pa3yloT JBa KPYITHbIX 000COOJIEHHBIX KJlac-
Tepa, Ha PUCYHKaX 0003HAUYE€HHbIE KaK «IMaHOD0aK-
TepuaJbHBIN KJacTep 1» U «1iMaHOOaKTepUaTbHBIN
Kjacrep 2». Hanbonee 4€TKO OHUM TIPOCICKMBAIOTCS
B (puytoreHeTMUYECKOi cetu (puc. 3) U B ACPEBbIX,
IMOCTPOEHHBIX METOJAOM MUHHMAIbHOW 3BOIIOLIMU
(puc. 4). ObHapyXeHUe X pa3HbIMUA METOAAMM JIe-
JIaeT BEPOSITHOM X MOHO(MDUINIO, HECMOTPS Ha J0-
BOJIbHO HM3KYI0 OYTCTpaMN-moaaepxKKy (He Oosee
59). Kpome Toro, TakCoHoMMU4YecKasi CTPYKTypa
KJIaCTEPOB B 3HAYUTEIbHON CTEIIEHU MEPEKPhIBACT-
¢, a npubausnuteabHo 15—20% BUIOB M IITAMMOB B
000MX M3 HUX coBmagaeT. Takas cUTyalusi MOXKET
HaOJII0IaThCsI, €CIM KJIacTephl IMPOUCXOMIT U3 O-
HOTO OOIIero Ipenka, M3HA4YaJabHO OO0JamaBIICTO
JIBYMS U30(hepMEHTAMMU JIMITOKCUTEHA3bI.
OcrajibHble TAKCOHOMUYECKME TIPYIIbl — Kak
OakTepuaJbHbIC, TaK U 9YKapUOTUUECKUE — TIPEI-
CTaBJIEHbI Ha IepPeBbIX U B (PUIIOTEHETUYECKOM ce-

TH TOJBKO ONHMM KJIACTePOM WJIM OTACIbHBIMU
BETBSIMU, MPUYEM BCE ITU OTBETBJICHUS TATOTEIOT K
OJTHOMY U3 JBYX lIMaHOOAKTepHUaTbHBIX KJIACTEPOB.
CerMeHT AepeBa MeXIy KiacTepaMM pe3Ko oben-
HEH OTXOASIIMMM BETBSIMU, & B KOHCEHCYCHOM JIe-
peBe BooOIlle UX He UMeeT. DTO MIPUBOJIUT K Tpeli-
MOJIOXKEHUIO, YTO JIMIIOKCUIe€Ha3bl BIIEPBbIE BO3-
HUKIM y LIMaHOOAKTepHii M BIOCIEACTBUM (yKe
rnocje OyMIUKalMKy reHa JUIMOKCUTeHAa3bl Y UX 00-
LIEero TpeaKa) ObLIM 3aMMCTBOBaHbI OCTaJIbHBIMU
rpynnamMy IIyTéM TOpU3OHTAJIbHOIO IlepeHoca. B
¢UIOreHeTUYECKOM CeTU OTpaKeHUEM 3TOro Ipo-
1iecca sIBJIIeTCSl OTXOXKAEHUE 000UX KJIaCTEPOB 1A~
HoOaKTepuil U3 LIEHTpa CETHU, B TO BpeMs KaK OC-
TaJlbHbI€ TPYMIIbl OOJIBIIEH YaCThIO OObEIMHEHBI B
JIBa ceTeoOpa3HbIX KjacTepa Ha neprudepuu LeHT-
pajibHOTO y3Ja.

Hanuuune nByx unmaHoOaKTepualbHBIX KJacTe-
POB SIBJISIETCSI OCHOBHBIM OTJIMYMEM HallUX Pe3yJib-
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TaTOB OT pe3yabTaToB Hansen et al. [25]. B mocTpo-
€HHBIX MMM JepeBbsIX (PUTYpHUpPYeT TOJBKO OIUH
KJIacTep IMUaHOOAKTepHii, IO pa3HbIe CTOPOHEI OT
KOTOPOTO pacIiojiaralotcst ABe OOJIbIIME TPYIIIIBI
MIPOTEe00aKTEPHii, B TO BpeMsI KaK B ITIOCTPOSHHBIX
HaMM IePeBbIX U CeTSIX IMPUCYTCTBYIOT IBa KJIacTe-
pa LiMaHoOaKTepuil. DTO MOXHO OOBSICHUTb MEHb-
IIMM KOJWYECTBOM HCCIEIOBAaHHBIX IIMaHOOAaKTe-
pHalTbHBIX ITociemoBaTeabHOCTEe y Hansen et al.
(29 mpotuB >500 — B HaweM uccienoBaHuu) [25],
YTO JIMOO HE MO3BOJIUIO OOHAPYKUTh BTOPOI Kjac-
Tep, JTMOO IMPUBEJIO K TPYIIIUPOBKE BCEX [IMaHOOaK-
TepHUaTbHBIX JIUTIOKCUTEHA3 B OOUH KJIacTep.

Tem He MeHee B HAIIMX ACPEBbIX aHAJOTMIHO
MOXHO BBIIEIUTD JABE TPYIIIbLI IPOTe00aKTeprUalb-
HBIX JIMIIOKCUTEeHA3, pacIioIaralolInxcs Mo pa3Hble
CTOPOHBI OT HMAHOOAKTepPUAJIbHBIX KJIACTEPOB.
Kaxnas u3 nporeodakTepraibHbIX TPYIIH TATOTEET
K OMHOMY M3 IIMaHOOaKTepHUaIbHBIX KJIACTEPOB.

JlunokcureHaspl MUKCOOaKTepuii Takxke hop-
MUPYIOT JBa KjiacTepa (110 OMIHOMY B KaXKIOil IIPo-

MwukcoGakTepuarnbHbiii

knactep 1

1261

TeobakTepuanbHO rpymiie). [TepBblit U3 HUX (MUK-
cobakTeprabHbBIN Kinactep 1) mmeeT MOHO(DMIIETH -
yecKuil xapaktep ¢ OyrcTpan-nioaaepxkkon 100 u
BKJIIOYAET B cebs MaKCUMaJIbHOE KOJIMYECTBO PO-
JIOB, TEM CaMbIM SIBJISISICH BEPOSTHBIM KaHIMIATOM
Ha MPOMCXOXACHHNE OT OOIIEro Ipeaka MUKCO0aK-
tepuii. Cliemyer OTMETUTh, YTO B JEPEBBIX OH
MpeaCcTaB/leH IJIMHHON BETBbIO, a B CETU IpPaKTU-
YyecKM paBHOYHAJIEH OT 00OMX LIMAaHOOAKTepUaJb-
HBIX KJIACTEPOB, T.€. IUCTAHIIAS MEXIY HUM U I1a-
HOOAaKTEepUSIMU BEJIMKA.

MuxkcobakTepuaabHbIil KaacTep 2 HE HMeEeT
€IMHOTO IIPEIKOBOTO y3JIa X COCTOMUT, KaK MUHHU-
MyM, M3 ABYX T'PYIIN OOIIEro MPOUCXOXICHUS, OT-
XOISIIMX OT CTBOJIA IIMaHOOAKTEPUaJbHOIO KJjac-
Tepa 2. B HEKOTOPBIX IepEeBbSIX OH pa3OMBacTCs Ha
0oJblliee KOJIUMYECTBO CTBOJIOB. B hunoreHeruyec-
KOI1 CETH OH 000CO0JIEH 1 TECHO COCEICTBYET C IIha-
HOOaKTepHaJIbHBIM KJIACTEPOM 2, OTHAKO 3TO TOBO-
puT JUIIb O (WIOTEHETUYECKON OJIM30CTU 3TUX
JIByX KJIaCTEPOB.

Nitrosomonadales

Beggiatoa

XnBOTHbIE

Pactenus

OomuueTsl

\

lpynna
P. aeruginosa

Burkholderiales

Sphingomonadales

LinaHoGakTepumanbHblii
knactep 1

MukcobakTepuranbHbIi
knacrep 2

LinaHobakTepuanbHbIi
Knacrep 2

Puc. 4. icxonHoe dutoreHeTnveckoe AepeBo Tl BCeX MPOaHaTU3UPOBAHHBIX JIMITOKCUTEHA3, TOCTPOEHHOE METOIOM MUHUMAJTb-
Hoii sBomonu B mporpamme MEGA [37]. YpoBHU OyTCTpaI-NIOAACPKKY MPEACTaBICHBI TOJIIIMHOM TuHU. M300paxkeHue moy-

YyeHo ¢ ucnoJib3oBaHuem ceppepa iTOL [38]
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KYPAKUH u np.

IIpn 3tomM MuKcoOakTepuadbHbIe KJIACTEPHI,
KaK ¥ LIMaHOOaKTepHalbHBIC, MEPEKPHIBAIOTCS 110
TaKCOHOMMYECKOMY COCTaBYy, M 4acTh IITAMMOB B
HUX COBIaAaeT. DTO MPUBOIUT K BOIPOCY O TOM, Y
KaKoi M3 3TUX TaKCOHOMMYECKUX IpymIl (LIMaHO-
OakTepuy WJIM MHUKCOOAKTEpMHU) JUIMOKCUTEHA3bI
MOSIBUJINCH BIIEPBbIC, a KaKasi 3aMMCTBOBaJjia UX My-
TEM TOPU3OHTAILHOTO TlepeHoca? CyllecTByeT Tpe-
THI BapHaHT, IIPY KOTOPOM 00a TaKCOHA YHACJIEI0-
BaJv JIMIIOKCUIE€HAa3bl OT OOLIEro mpeaka, OgHAKO
OH TIPEACTAaBJISIETCS MaJlOBEPOSITHBIM: TOIOJIOTUS
JIEPEeBbEB M CETU HE OTpaxaeT (PUIOreHUH OCHOB-
HbIX TAKCOHOB OaKTepuil (B 4aCTHOCTU MUKCOOAK-

TepUU HE HaXOJATCSI B TECHOM POJACTBE C IIMAaHO-
baktepussmu). Kpome TOoro, m3 Takoi THUIIOTE3bI
cJie0oBaIo Obl HATMYME JIMTIOKCUTEHA3 Y TIOCTEqHEe-
ro o011Iero npeaka bakTepuit ¢ yrpaToil UxX OOJIbILIMH-
CTBOM HBIHE XMBYILIUX TAKCOHOB, YTO COMHUTEJIb-
HO.

Jns pellieHUs: JAHHOTO BOIPOCAa MbI MTPOAHATIM-
3UPOBAJIU IEPEBbSI, Ha KOTOPHIX MPEACTaBIEHbI TOJIb-
KO MMKCOOAKTEepUM M ILmaHoOakTepum (puc. S, a).
Mbl 0OHapyXWIM, 4YTO MUKCOOAKTepHUaTbHBII
kiactep 1 (caMblii 0OBEMHBIN) UMEET CECTPUHCKYIO
IPYNIly LIMaHOOaKTepHaJbHBIX JIMIIOKCUTEHA3 C
oyrcrpamn-nomaepxkoit 100. JJanHas rpymnma He

edaloeLn \/\V\dGD\EgOOW\V\l

C

Puc. 5. a — ®uroreHeTMUECKOE IEPEBO, MIPULIETBHO OTOOpaxkaroliee (MIOreHeTUYECKUE OTHOIIECHMS JTUITOKCUTEHA3 [IMaHO0aK-
Tepuii 1 MUKcobakTepuit (Meron Oawkaiiero cocena, nporpamma MAFFT [33, 34]). OoMuueThl UCIOIb30BaHbl B Ka4eCTBE
BHEIIIHEW TPYMIbl. YPOBHU OYTCTPAM-TIONAEPXKKHU TPEICTABIEHBI TOMIIWHON JTUHWNA. BBUIY 0TOOpaskeHUsI MOTIOTHUTETBHBIX
TPYII HMaHOOAaKTepUaIbHbIE KIacTEPhl YETKO HE BBIAEISIIOTCS, B TO BPEMsI KaK KJlacTepbl MUKCOOAKTEPHUIA MO-TMPEXHEMY y3HaBa-

eMbl. M3o6paxeHue mmoydeHo ¢ moMotibio cepBepa iTOL [38]
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0TOOpaKeHa Ha JEepeBbsX JUISI BCEro Habopa HdaH-
HBIX, TaK KakK ymajieHa Ipu BbIpaBHUBAaHUU IIPOTI-
pamMoit MaxAlign. AHaJTOrMYHO AAHHBIN KJIaCTep
pacroyiaraercsl B (pUJIOTeHETUUECKOM CEeTU ISl TOM
K€ caMol TToIBBIOOpKU (puc. 5, 6). B cuny aToro
MAaJIOBEPOSITEH TOPU3OHTAJIBHBIN IEPEHOC JIUIIOK-
CUTeHa3 OT 00IIIero MpeaKa MUKCOOAKTepU i K 1iia-
HOOAKTepUsIM — CKOpee CleayeT MpPearooXUTh
OpSIMOM WM ONOCPEIOBAHHBIN EPEHOC OT LIMAHO-
OakTepuii K MUKCOOAKTEPUSIM.
MukcobakTepuaabHbIN KJIacTep 2 BO Bcex Je-
PEeBBSIX MpPENCTaBIeH HECKOJIbKUMU CTBOJIAMMU, YTO
IIPUBOAUT K Hambojee «3KOHOMHOI» TUIIOTE3E.

LinaHob6akTepum

MwkcobakTepun

Krnactepa 2

1263

OHa cOCTOUT B BOBHMKHOBEHUM JIUIIOKCUTEHA3bI Y
o0l11Iero npeaka HMaHOOaKTEpUiA U B TOPU30HTAJIb-
HOM IIepeHOCEe K MUKCOOAKTepUsIM OOOMX €€ M30-
¢depmeHTOB. BOo3MOXHO, cCHayaja MpOU30IIEN OJl-
HOKpAaTHBIN MepeHoc MepBoro n3odepMeHTa K 00-
IIeMy TIpeaKy MHUKCOOaKTepHii, HABIIMI Hadallo
MUKcobakTepuaabHOM Kiaactepy 1. [lanee rocueno-
BaJl MHOXECTBEHHBIII MEPEeHOC BTOPOro uzodep-
MEHTa K MUKCOOAKTEePHsIM IOCIe pa3neeHus NX Ha
HECKOJIbKO BETBEI, YTO OTPaKAECTCSI B HAIIIMX MOJIC-
JISIX KaK MUKCOOaKTepuaIbHbIi KiacTep 2.

B noctpoeHHBIX HAMU JIepEBbsIX BETBU, 00pa3o-
BaHHBIC 3YKaprUOTaMHM, TSITOTEIU K IIMaHOOAKTePH-

MukcobakTepun
_knacrtepa 1

Linanobaktepum

LinanobakTtepun

Puc. 5. 6 — ®unoreneTnveckast ceTh TSI TUTIOKCUTEHAa3 MUKCOOAaKTepuii U liMaHoOakTepuii. Kak 1 Ha puc. 5, a, MUKCOGaKTepu-
aJIbHBIN Ky1acTep | MMeeT CeCTPUHCKYIO TPYNITy HuaHoOakTepuii. Takke Oojiee YETKO BU3YaTM3UPYETCs] MUKCOOAKTEpUATbHbIN
ximacrep 2. U3o6pakeHne TOCTPOEHO ¢ UCITOIb30BaHUeM mporpamMmbl SplitsTree [39]
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albHOMY KJj1acTepy 1, HO HeT OoJjiee IeTaabHbIX TaH-
HbIX 00 VX 3BOJIOLMOHHBIX OTHOIIEHMIX. Tomoo-
I'vs UX BapbUPOBalach B Pa3HBIX AEPEBbsIX, HO OHU
HUTJAEe He 00pa3oBbIBAIM MOHOMUIETUYECKOTO
Kiactepa. B ¢puiioreHeTMueCKoil ceT OHU UCXOMAST
U3 OJHOTO ceTeo0pa3sHOoro KjacTepa, OJHAKO 3TO
MOXET OBIThb CJICACTBUEM IPUTSIKEHUS JIMHHBIX
BeTBell. TakuM o0Opa3oM, 3yKapuoOThl, BO3MOXKHO,
IMOJIyYMJIM CBOM JIMIIOKCUTE€HA3bl B pe3yJbTaTe He-
CKOJIBKMX TIOCJIEOBATEIbHBIX COOBITMIT TOPU30H-
TaJIbHOT'O TIepeHOCca FeHOB.

MBI HOCTPOUJIN AEPEBO A1 BLIOOPKU 3yKApUOT
U MUKcoOakTepuii kinactepa 1. B HEM nmpocaexuBa-
eTcs oflee MPOMCXOXKIEHUE JIUTTOKCUTEHA3 OOMMU-
LIET M MapraHUEeBbIX JIMIIOKCUIeHa3 TIpuboOB
(6ytcTpan-nogaepxka 93) (puc. 6). BTo 0COOEHHO
MHTEPECHO B KOHTEKCTE CXOTHOM KM3HEHHOM (pop-
MbI Y 9KOJIOTUM 3TUX OPraHU3MOB. Takke yBepeHHO
MOKHO F'OBOPHUTD O IIPOMCXOXKIESHNH JTUTIOKCUTEHA3
pacTeHui 1 3eJIEHBIX BOOOPOCIIEH OT 00IIeTo IIpe-
Ka (0yTcTpan-noaaepxka 95), 4To oxXXugaemMo ¢ Ouo-
JIOTMYECKUX MO3ULUi. MOXHO IIpearoioXUTh
OJM3KOe PpOACTBO JIMIIOKCUTEHA3 WHQY30pUil
Oxytrichia trifallax v Stylonichia lemnae n TUIIOKCU-
reHas AUKTUOCTEIMEBBLIX canu3eBUKOB (Dictyostelio-
mycetes) (6yrcTpan-nonaepxka 63,6). I[NocnenHue
Takxke 00pasyloT MOHOMDUIETUUYECKUN KJacTep C

KYPAKUH u np.

oyrcTpan-nioanepxkoit 100, omHako mociieaoBa-
TEeJIBHOCTh IIPOCTOCTEIMEBOro ciau3eBuka Plano-
protostelium fungivorum oxa3biBaeTcs 3a ero mnpenue-
JIaMU, X TPOMCXOXKIEHUE HESICHO.

Camoii UHTepeCHOI HAXOIKO SBISIETCS TeCHast
(uroreHeTNYeCcKasl CBSI3b MEXIY JTUIOKCUTEHA3a-
MM XXMBOTHBIX 1 MUKCOOAKTEpHUAIBHBIM KJIaCTEPOM
1 (puc. 6). BDTH ABe rPYIIILI B TOCTPOEHHBIX AEPEBb-
SIX UMEIOT 001IeTO MpeaKa ¢ OyTCTPAI-NOAASPKKOM
g0 76, TIpU 3TOM JIMIOKCUTEHA3bl XWBOTHBIX HE
KJIaCTepU3YyI0TCs C APYTMMU 3yKapuoramu. B ¢du-
JIOTEHETUUECKOM CeTM MUKCOOaKTepuaabHBIN
KJIacTep 1 HaxoauTCcsI BHYTPU CETe00pa3HOro Kilac-
Tepa ykapuoT. Takasi TecHasl CBsI3b IO3BOJISIET
MPEAnoaoXUTh JUOO0 TOPU3OHTAJIbBHBIN MEPEeHOC
JIMIIOKCUTEeHA3 K MMKCOOAKTEPHUSIM OT KMBOTHBIX,
JIMO0 0OpaTHLII Mpolecc.

B pexoHCcTpyHpoBaHHOI HaMU 3BOJIIOIIMOHHOMI
HUCTOPMU KPYMHbIE KJIACTepPhl JUIIOKCUIEHA3 OKa-
3BIBAIOTCSI CBSI3aHBI C MHOTOKJICTOYHBIMM KU3HEH-
HbIMUA (OpMaMM OpPTaHM3MOB. Takas TeHICHIIUS
MpOCJIeKUBAaeTCs HAUMHAsI ¢ BOSHUKHOBEHUS hep-
MEHTa y OOIIIeTo ImpeaKa IIpeaCTaBIeHHBIX B aHAJIH-
3¢ 1IMaHODaKTepUil: cKkopee BCero, OH ObUT MHOTO-
kietouHbIM [40, 41]. TlaTTepH pacrnipeaeleHus au-
IMOKCUT€HA3 Y €r0 MHOTOKJIETOUHBIX M OTHOKJIETOU-
HBIX ITOTOMKOB aHAJIOTMYeH PacIIpoOCTpaHEHUIO pe-

Puc. 6. ®uoreHeTUECKOE IEPEBO, MPUIIETBHO OTOOpaxKalollee (PUIOre HETUIECKIE OTHOIIEH!S JIMITOKCUTEHA3 DYKapuOT U MUK-
cobakrepuii Kjactepa 1 (MeTon MUHUMATbHOM 9BotoIMU, TporpamMa MEGA [37], Buzyanuzauus B iTOL [38]). Huanobakrepuu
HCTIONB30BAHBI KaK BHEITHSIS TPYTITIA, BETUIMHBI Oy TCTPIM-MONAEPXKKHN MPEACTABICHBI TOTIIMHOM TUHUM
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BcTrpeuaeMocTh IMMOKCUTEHA3bl y OaKTepUii — Mapa3uToB U CUMOMOHTOB

IMopsimox

Bugsr

Burkholderiales

Corynebacteriales

Enterobacterales

Holosporales
Lactobacillles
Nitrospinae/
Tectomicrobia group

Oceanospirillales

Oligoflexales

Pseudomonadales

Pseudonocardiales
Streptomycetales

Vibrionales

Variovorax sp. YR752, V. sp. YR750, V. sp. SCN 67-85, V. sp. Root434, V. sp. Root411, V. sp. PDC80,

V.sp. EL159, V. sp. CF313, V. sp. 770b2, V. sp. 54

Variovorax paradoxus, V. guangxiensis, V. gossypii, Pelomonas sp. Root1237, P. sp. Root1217, Massilia namu-
cuonensis, Duganella sp. HH105, Burkholderia cepacia, B. ubonensis, B. gladioli, B. singularis, B. pyrrocinia,
B. anthina, B. thailandensis, B. stagnalis, B. sp. MSHR3999, B. sp. Bp9126, B. sp. Bp9125, B. sp. Bp9002,
Acidovorax cavernicola, | Pseudomonas| mesoacidophila

Nocardia seriolae, Nocardia pseudobrasiliensis, N. altamirensis, Mycobacteroides abscessus, Rhodococcus
erythropolis, Rhodococcus sp. C1-24, Rhodococcus sp. 66b

Yersinia nurmii, Pluralibacter gergoviae, Photorhabdus temperata, Kosakonia sp. AG348, K. sacchari,
Enterobacter cloacae, Enterococcus faecium, Cedecea lapagei, Klebsiella pneumoniae

Candidatus Finniella inopinata

Streptococcus dysgalactiae subsp. equisimilis

Candidatus Entotheonella palauensis

Ketobacter sp., K. alkanivorans, Gynuella sunshinyii, Endozoicomonas numazuensis
Bermanella sp. 47_1433_sub80_T6

Pseudobacteriovorax antillogorgiicola, Oligoflexus tunisiensis

Pseudomonas sp. RW410, P. sp. MWU13-2625, P. sp. MWU12-2534b, P. sp. HMSC065H01,
P. sp. HMSCO59F05, P. aeruginosa, Pseudomonas fluorescens, Acinetobacter baumannii

Kutzneria sp. 744, K. buriramensis, K. albida, Amycolatopsis xylanica, Pseudonocardia acaciae
Streptacidiphilus albus
Vibrio sp. vnigr-6D03, V. quintilis, V. vulnificus, V. penaeicida, Photobacterium proteolyticum, P. profundum,

P. marinum, P. indicum, P. frigidiphilum, Grimontia sp. AD028, G. marina, Grimontia indica, G. celer,
Enterovibrio norvegicus, Enterovibrio coralii, E. calviensis, Enterovibrio nigricans

HpI/IMe‘{aHI/IeZ KpaCHBIM LIBECTOM BbIACJICHBI 6aKTepm/1 — OINITOPTYHUCTUYCCKUEC ITAaTOTCHBbI YCJIOBCKA, 3e¢JIEHBIM — MaTOTCHbI U CIM-
OMOHTBI paCTeHI/H‘;I, CMHHM — MapasuThbl 1 CUMOMOHTHI 2KMBOTHBbIX, OPAH>KCBbLIM BbIICJICHDLI 6aKTCpI/W[, HECYHIME MOJICKYJIAPHLBIC
IIpU3HaKN1 OHHOpTyHHCTH‘lCCKOfI IMaTOr€HHOCTH. BI/II[LI, BbIACJICHHBIC IBYMSA LIBETAMM, BBIIIOJIHAIOT ABE 3KOJOTMYCCKUE (I)yHK—
uuu. Ha CcepoM (1)OHC JaHbl Ha3BaHUA 6aKT€pI/II7I, JJIs1 KOTOPBIX 3K0(1)I/ISI/IOJ'IOI"I/IH Ha CeroNHsIHUI IeHb He onrcaHa. Ha3BaHue po-

Jla B KBaApaTHbIX CcKOOKax 0003HavYaeT HeJaBHIO peKJ'[aCCI/I(l)I/IKaL[I/IIO.

TYJASITOPOB, HEOOXOOUMBIX UTsT AU PepeHINPOBKI
[41]: BBICOKasT BCTpEYaeMOCTb ¥ MHOTOKJICTOUHBIX
¢dopM 1 HU3KAS — Y OTHOKJICTOYHBIX.
IIpeamnonaraeMbiii HaMU BOJIIOLMOHHBINA MYTh
JIMITOKCUTEHA3 CJICAyeT 3a ITOSIBJICHMEM MHOTOKJIC-
TOYHOCTHU B pa3IMYHbIX TaKcoHaX. Kak TakcoHoMM-
YecKU, TaK U (UIOTEHETUYECKU JTUITOKCUTEeHA3bI
CBSI3aHbI C 00Pa30BaHUEM MHOTOKJIETOUHBIX CTPYK-
Typ. Tak KaK y «<ACTUHHBIX» MHOTOKJIETOYHBIX Opra-
HU3MOB JINITOKCUTEHA3bI 3a1e1ICTBOBAHEI B MEXKKJIE-
TOYHOI CUTHAIMU3alIM1, MOXKHO IIPEAMNOJIOXUTD, YTO
OHM BBITIOJHSIOT aHAJIOTUYHYIO (DYHKIIMIO Y OaKTe-
pUil U OPOCTEUIINX, OOPA3YIOLIMX MHOTOKJIETOY-
Hble popMbl. TakuM o0Opa3oM, HalllM JaHHbIE MO/~
NEepKMBAIOT TUIIOTE3y O CBSI3M OaKTepHaJIbHBIX U
IIPOTO30MHBIX JIMITOKCUTEHA3 C MEXKKJICTOUHOM CUT-
Hajuzaluei (runores3a (a), «BeegeHue»).

9 BUOXUMMUS Ttom 85 BEHII. 9 2020

HemHorouncieHHbIE 9KCIIEpUMEHTAIbHbBIC JaH-
HbIe 110 (PYHKUMU JIMIIOKCUTECHA3 MUKPOOPTaHMU3-
MOB MOTYT CJIY>KWUTh JOMOJHUTEIbHBIM TTOATBEPXK-
IeHueM 3Toi rumorte3bl. Jlaxke He oOpasyrolias
MHOTOKJIETOUYHBIE CTPYKTYPHI P. aeruginosa Ncroib-
3yeT OKCUMJIMIIMHEI KaK MEIMATOPhl YyBCTBA KBOPY-
Ma [42], y oOpa3yloliero MHOIrOKJIETOYHbIE CTPYK-
Typbl M. xanthus IpORYKTHI TUITOKCUTEHA3bI YCUITU -
BaloT A€praouryrocd (twitching) moaBrkHOCTS [43].
Y MyTaHTHOIO IIO0 TeHY JMIIOKcHIeHas3wl Dictyo-
stelium discoideum, oTHocserocss Kk Mycetozoa,
HapylieHa KyJbMUHaIMOHHAas ¢a3a (hopMUpoBa-
HUS TJI0J0BOro Tena [44].

TakcoHoMHYecKoe pachpejesieHHe JHNOKCHUre-
Ha3 NOAAEPKUBAET THNOTE3y 00 MX YYACTHH B CHTHA-
JH3alMH «DaKTepusa—Xxo03sduH». IloMMMoO HUaHO-
OakTepuii, MUKCOOAKTEPUIl 1 HEKOTOPBIX SyKapu-
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OT, KPYITHbIE KJIacTephl 00pa3yIOT TOJbKO JIMITOK-
cureHasnl cuHrobakTepuit (Sphingomonadales)
U mpenctaButeau nopsaka Burkholderiales. Oc-
TaJIbHbIE€ JIMIIOKCUTEHA3bl BCTPEUAIOTCS CITOpaIM-
YECKHU Y OTACJIbHBIX IIPEACTABUTEIIEN polia, ceMel-
CTBa WU Iopsiaka. B ¢puioreHeTmyecKux nepeBb-
SIX OHM 00pa3yloT OAMHOYHbBIE BETBU WJIU 00pa3y-
0T HeOOJIbIIIME TaKCOHOMUYECKU I'€TepPOreHHBbIS
KJactepbl. B ganbHeiiiemM Mbl OyaeM FOBOPUTh O
TaKol CUTyallMH KaK O CIIOpaguyecKoll BcTpevae-
MOCTH.

Huwuzke OyneT mokazaHo, 4TO IpeIcTaBUTEIN MO~
psaaka Burkholderiales obnamator 3Kohu3noI0r1-
YeCKMMHM CBOMCTBAMM, OOLIMMHU CO CIIOpPaIUYeCKU
BCTpeYarOIIMMUCS 00JamaTe/ MU JIMIIOKCUTeHa3,
II03TOMY OYAYT pacCMaTpUBATHCSI BMECTE C HUMH.

MHorue OakTepuu M3 AAHHOW TPYMIIbI I1AaTO-
reHHbl (Tabnuia). MHOXeCTBEeHHBIE IOCeIoBa-
TEJIbHOCTU JUIIOKCUTEeHA3 ObLIM OOHApPY>XEHbI Yy
P. aeruginosa, 9To cornacyercsi ¢ 9KCIIepUMEHTaJb-
HBIMU JAHHBIMU. MBI OOHAPYXWIN JIUITOKCUTEHA-
3bl Y MHOTHUX JAPYTUX O6aKTepuil CO CXOMHBIM TMpPO-
¢mrem natoreHHocTU. [louTH BCce OHM SIBISIOTCS
OIMITOPTYHUCTUUSCKUMM WA HO30KOMUAJIBHBIMUI
MaTOreHaMW M CPaBHUTEJbHO PEAKO BBHI3BIBAIOT
BHEOOJIbHNYHBIE THPEKINN Y UMMYHOKOMIIETEHT-
HbIX Jauu. OO0HapyXeHHble 00JagaTean JUIMOKCU-
reHa3 CIoCOOHBI IMopaXkaTh MHOTHE OpPTaHbI, OIHA-
KO 111 OOJBIIMHCTBA U3 HUX HauboJjiee Xxapakrep-
HBl XMPYpIUYeCcKre WHQPEKIUM KOXU U MSITKHMX
TKaHei, mopaxkeHue JETKNX (y MaleHTOB, CTpaaa-
IOLIMX COTYTCTBYIOILIEH JIETOYHOM TMaToJorueit),
cericuc, nHGUIIMpoBaHue KatetepoB [45—50]. ds
HUX TaKKe XapaKTepHa pe3UCTeHTHOCTb K aHTUOMO-
THKaM.

Cpenn 3Toii TPYIIBI OaKTepUil MPUCYTCTBYIOT
KaK IIMPOKO M3BECTHHIC OMITOPTYHUCTUYSCKIE T1a-
ToreHnl (P. aeruginosa, Acinetobacter baumannii
[51], Enterobacter cloacae [52]), Tak U «HOBBIE»
(emerging) BO3OYyIMTENIM C aHAJIOTMYHBIMHU CBOM-
crBamu. K 4umcily mociaegHMX OTHOCSTCS TakKue
Oaktepumn, Kak Nocardia pseudobrasiliensis [53],
Rhodococcus erythropolis [54], u Takoil sIpKui
IIpeCcTaBUTENb, KaK HegaBHO onucaHHas Cedecea
lapagei |55, 56]. K HUM Xe OTHOCATCS HEKOTOpbIE
npencraBuTenu poaa Burkholderia: B. stagnalis u B.
singularis, KOTOpble ObUIM BIIEPBBIC BBIAEICHBI M3
pecnupatopHbix obpasuos [57, 58], Burkholderia
gladioli, paHee U3BeCcTHas KaK ITaTOTeH pacTeHUI U
HEIaBHO OIMCaHHAasl KaK BO30YyAuTeIb MHGpEKIIUI
y 4enoBeka [59—61], u Burkholderia thailandensis
[62].

Kaxk u B 0630pe Horn et al. [14], MbI He 0OHapy-
KWIN JTUIIOKCUTEHA3 Y CIeInPUISCKUX OOJIUraT-
HbIX MaToreHoB. [14]. EnMHCTBeHHOE pa3inuue Ka-
caetcs K. pneumoniae, y KOTOPOI Mbl OOHAPYKUJIN
qurokcureHasy. OmHako 3Ta 0akTepusi BXOOWUT B

KYPAKUH u np.

IPYIITy TPEUMYILIECTBEHHO OIMOPTYHUCTUYECKMUX
nmatoreHoB Klebsiella- Enterobacter-Serratia. E€ Bbl-
COKasl BHEOOJbHMYHASI ITAaTOTEHHOCTb CUMTACTCS
HUCKITIOUMTEIbHON YepTOi M CIeICTBUEM HaJIM4YUS
MAacCCHUBHO TToJIMcaXapyuaIHON Karicymsl [45].

Takum o0pa3om, cropaguyeckasi BCTpedae-
MOCTb JIMTIOKCUTEHA3 OKa3bIBaeTCs CBSI3aHa C IaTo-
T€HHOCTBIO, HO HE CO CIelU(PUIECKUMU BbICOKO-
MMaTOTeHHBIMM BUIAMM (YTO OOJIbIIIEI YaCThIO COT-
Jacyetcs ¢ pesyasrataMu o63opa Horn et al. [14]).
JIumokcureHassl 0oJsiee XxapaKTepHBI JJIsT OaKTepuid
C 0ocJabJieHHO! IaTOreHHOCTHIO, MOpaKaloIIUX
TOJIbKO MMMYHOKOMIIPOMETHUPOBAHHBIX XO35€B.
OcobeHHO YETKO 3TO HabIIogaeTcs Ha mpumepe B.
thailandensis (obnagaTenas TUMOKCUTeHA3bl), OJIU3-
KOPOICTBEHHO!  BO30OYAUTEII0  MEJIMOMIO03a
Burkholderia pseudomallei (MTUIIEHHOI TUITOKCHUTE-
Ha3bl), HO OTJIMYaloLLIecs OT He€ CylLeCTBEHHO 00-
Jiee HU3KOM BUPYJIEHTHOCTBIO [62]. B TOT ke camblii
TPeHI YKJIaAbIBaeTCsS HaJW4dMe JUITOKCHUTEHAa3hbl y
YCJIIOBHO-MATOTeHHbIX Burkholderia, HoO oTcyTCTBUE
y Bo30yauTess cana Burkholderia mallei n Bo3oynu-
TeJIs1 Menuouno3a B. pseudomallei.

Cpenu BBISIBICHHBIX OOjafaTeseid JIUMOKCUre-
Hasbl BCTPEUYAIOTCSI HE TOJILKO OIMIIOPTYHUCTHYEC-
KH€ MaTOreHbl, HO U 0aKTepuu, aCCOLIMMPOBAaHHbIE
C XUBOTHBIMU WK pacTeHusIMU. OHU MOTYT IIPO-
SIBJISITH ce0sI M KaK ITaTOreHbl, 1 KaK CUMOWOHTHI.
OO6namaTes JUNOKCUTEHA3bl ¢ CUMOMOTUYECKUMU
(GyHKUIMAMY 0OBIYHO CIIEIIMAIM3UPOBAHBI Ha OIIpe-
JIeJIEHHOM Kpyre X03seB. Buabl, accounmpoBaHHbIE
C pacTeHUSIMM, 3a4acCTyIO SIBJISIIOTCSI CTUMYJIMPYIO-
IMMUA pocT (growth-promoting) MM OMOKOHT-
ponbHBIMU areHTaMu. TakoBwel Rhodococcus 66b
[63], Variovorax paradoxus [64, 65], Gynuella sun-
shinyii [66] u Pseudomonas fluorescens (MoXeT mopa-
2KaTh YeJIOBeKa, HO 3TO He XapaKTEepHO IS HeE U
MPOMCXOOUT peaKo) [46, 67, 68].

ITaToreHHbIe MpeacTaBUTENM, HAOOOPOT, Mopa-
2KaroT U pacTeHMSI, U YesioBeKa. S pKue mpuMephl Ta-
Kux Oakrepuii — B. gladioli, Burkholderia cepacia
[50] 1 cama P. aeruginosa, Takxe sBstolIascs Qu-
TOITATOT€HOM U MOpaKaroliasl IMMPOKUI KPYT X035~
eB [69, 70]. Takum 00pa3oM, MaToreHHbIe 0dJIamarTe-
JIN JIATIOKCUTEHA3bl SIBJISIIOTCSI TaK Ha3bIBaeMbIMU
MEXKIapCTBEHHBIMUM TMaTtoreHaMu (cross-kingdom
pathogens). ITo maHHOI TpyTITie MaTOreHOB HAITMCAH
noapoOHbIi 0630p [71], roe paccMaTpUBalOTCS MO-
JIEKYJISIPHBIE IPEIITOCHIIKH JUIST TAKMX CBOMCTB. st
YeJIoBeKa MEXIIapCTBEHHbIE MAaTOTeHbl OOBIYHO SIB-
JISIIOTCSI BO3OYIMTEIISIMU OIMIOPTYHUCTUYECKIX WJIN
HO30KOMUAJIBHBIX MH(MEKIUIA B CBSI3U C TEM, UYTO MX
¢axKTOophI MATOTeHHOCTH, XOPOIIO (PYHKIIMOHUPYIO-
1€ B OPraHM3ME pACTCHUII, HE MOIYT B ITOJIHOM
Mepe IIPeomoJIeTh NeMCTBHE 3aIIUTHBIX CUCTEM Op-
raHusma yesioseka [71, 72]. BoaMoxxHO, TunoKcure-
Haza SBJIETCS eIl OTHMM TUIUYHBIM (aKTOpOM
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BUPYJIEHTHOCTH, TIpeApacIioaralliiM K «MexX1ap-
CTBEHHOMY TTepecKoKy» (cross-kingdom host jump)
U OIIIOPTYHUCTUIECKOI ITaTOTeHHOCTH.

OOHapyXeHue JUMOKCUTeHa3 y OaKTepuil co
CXOIHBIMU IMaTOr€HHBIMM CBOMCTBAMMU ITOMICPKM-
BaeT TUIOTE3bl 00 MX CBSI3M C BUPYJICHTHOCTHIO.
BoNbIIMHCTBO OINMMCAaHHBIX BbIlIe OaKTEepUil pac-
CMOTpPEHBI KaK aHajioru P. aeruginosa, TUTIOKCUTE-
Ha3a KOTOPOM OxapaKTepu3oBaHa KakK (PakTop yK-
JIOHEHMSI OT UMMYHHOTrO oTBeTa. [losydeHHbIe Ha-
MM JaHHBIE TTO3BOJISIIOT PACIIPOCTPAHUTD 3TO MPe/I-
MOJIOKeHUEe Ha MHOTUE Jpyrue Buabl. Takum oOpa-
30M, JaHHbIE O PACIPOCTPAHEHHOCTU JIUIIOKCUTE-
Ha3 COTracyloTcsl ¢ TUIIOTe301 00 UX y4acTUU B UH-
Ba3uu (runotessl (0) u (B), «BBeneHue»).

DTO NPEeanoaoXeHue TaKXKe MOXHO paclpocT-
PaHUTh HAa HEKOTOPbIe 00J1a1ar01I1e JIUTTOKCUTeHAa -
30i1 0aKTepuu, SKODU3MOJOTUS KOTOPHIX TTOKa He
onucaHa. ¥ Takux BUAOB OOHAPY>XKEHbI TeHHbIE WU
OEJIKOBBIC MOCJIEIOBATEIBHOCTH, CBUIETEILCTBYIO-
1I1€ B IOJIb3Y BO3MOXHOM YCIOBHOI MAaTOr€HHOCTH
WX MepeHoca TeHOB BUPYJICHTHOCTH OT BO30OYyIu-
TeJeil ONMOPTYHUCTUYECKUX MH@eKuuii. K Hum
OTHOCSITCS:

1) Grimontia indica, obnanmarliass HaboOpoM
(bakTOpPOB BUPYJIEHTHOCTH, «yPE3aHHBIM» 110 CPaB-
HEHMIO C TUIIOBBIM ITaTOTEHHEIM BuIoM Grimontia
hollisae, 4TO MOXET paccMaTpUBATbCI KaK MOJIEKY-
JIIPHBIN TTPU3HAK YCJIIOBHOM MaTOreHHOCTH [73];

2) Oligoflexus tunisiensis, nmMmeroniuii reH RND-
Hacoca, Ha 67% CXOOHBIN ¢ TeHaMH MYJIBTWIEKap-
CTBEHHOI pe3uCTeHTHOCTU Achromobacter xylosoox-
idans n P. aeruginosa [74];

3) okazaBiuecs B rpynre P. aeruginosa nceBno-
MOHAbl C HESICHOM BUIOBOIM MPUHAIJIEKHOCTbIO:
Pseudomonas sp. HMSCO059F05, Pseudomonas sp.
HMSCO065H01 u Pseudomonas sp. RW410; 1o Ha-
MM COOCTBEHHBIM pe3yJbTraTaM, IOJy4eHHBIM
npu morcke BLAST, 5k30TOKCHUH A 1 31acTa3a 3TUX
LITaAMMOB OOHAPYKMBAIOT BBICOKYIO CTEIICHb UICH-
TUYHOCTU TAKOBBIM y P. aeruginosa (99,5% un 60-
see).

AcCCOLIMMPOBAHHBIE C XUBOTHBIMM 00JIamaTeIn
JINIIOKCUT€HA3 B OCHOBHOM CBSI3aHBI ¢ MOPCKUMU
Bugamu. Tak, Endozoicomonas numazuensis [75] u
Candidatus Entotheonella palauensis |76] sBusniorcs
cuMOmMoHTaMu Ty0OK, Pseudobacteriovorax antillo-
gorgiicola [77] n Enterovibrio coralii | 78] BblAeAEHBI
U3 KopauioB, FEnterovibrio nigricans [79] u
Enterovibrio norvegicus [80] — u3 KuMIIIeYHUKA PHIO.
Nocardia seriolae oxapakTepr3oBaHa KaK BO30ydu-
TeJIb HoKapauo3a peio [81].

OnuvH M3 acCOUMMPOBAHHBIX C KUBOTHBIMU
BUNOB, Photorhabdus temperata, sIBIsIeTCS ODHOBpE-
MEHHO CMMOMOHTOM 3HTOMOIIATOI€HHOI HeMaTo-
Dbl U TIaTOTeHOM 151 e€ Xo3seB [82]. B uenom, cpe-
I pacCMOTPEHHBIX OOJIagaTeNieil JTUIOKCUTEHA3bI
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HaOJIoa0TCI KaK CUMOMOTUYECKEe, TaK U Iapa-
3UTUYECKHUE CTpaTeTuu. DTO nejaeT 0ojiee BeposT-
Ho# runotesy (B) u3 «BBeaeHUs» — YKJIOHEHUE OT
MUMMYHHOTO OTBeTa, 4eM runotesy (0), CBSI3aHHYIO
C MHBa3MBHBIM POCTOM: IOAABIEHUE UMMYHUTETA
XO3s1MHa HEOOXOIMMO 1 CUMOMOHTY, 1 IIaTOIeHY, B
TO BpeMsI KaK CHMOMOHT He HyXKIaeTcs B (haKTopax
MHBa3UBHOTO poOCTa.

®duioreHeTHYECKHE JAHHbIE MNOMIEPKHUBAIOT
NpPEANoJ0KeHHE 0 CBSI3H JUIMOKCHIEHA3 C CHMOHO030M
U NMATOT€HHOCTHIO. JIMTTIOKCUTeHAa3bl HEKOTOPBIX YC-
JIOBHO-TIATOTEHHBIX 0aKTepuii 00pa3yioT Ha (pUI0-
TeHEeTUIECKUX JEPEBhIX M B CETH KJIacTep U3 OJIM3-
KOPOJICTBEHHBIX IOCJIEIOBATEIbHOCTEM, OTIINYAI0-
LIMXCS JTUILb eAMHUYHBIMU aMUHOKWCJIOTHBIMU 3a-
MeHaMu. byTcTpam-moamgepxka maHHOTO KjacTepa
paBHa 100. bosblias yacTh 1ocaea0BaTeIbHOCTE! B
HEM IIpUHAIICKUT P. aeruginosa, To3TOMY Mbl Ha3-
Basiv ero «rpynna P. aeruginosa». IloMuMo ynomsi-
HYTOTO BMIa 3Ta TPyIIIa BKJIIOYAaeT B ceOs JIUIIOK-
CHTEHA3bl OMACHBIX BHYTPUTOCITUTAIbHBIX I1aTOTe-
HOB: Streptococcus dysgalactiae, K. pneumoniae, E.
cloacae, A. baumannii, a TakxXe JHUITIOKCUTEHA3y
P. fluorescens.

BcnenctBue Majoro umcia pasiduyuil MEXmy
MOCJIeIOBATEIbHOCTSIMU TPYNIbL P. aeruginosa pu-
JIOTCHETUYECKME OTHOIICHMS BHYTPU He€ HESICHBI
(puc. 7): 6yrcTpan-noaaepxkka OOJbIIMHCTBA Y3-
JIOB (pUJIOTEHETUYECKOTO AepeBa KpaitHe Hu3Ka (30
1 MeHee). Ha ¢oHe 3Toro BEIIEISIIOTCS JINCThS, 00-
pasyeMble JuIokcureHazamu S. dysgalactiae,
K. pneumoniae, E. cloacae, P. fluorescens i onHoi
W3 TUTIOKCUTeHa3 A. baumannii — BMeCTe C CECTpUH-
CKMMM TI0CJIeNOBaTeIbHOCTIMU P. aeruginosa oHU
OTXOASIT OT Y3JIOB C OTHOCHUTEJIbHO BBICOKON
OYTCTPAMN-TIOAAEPXKKOA (>65%). DTO CcBUIETEb-
CTBYeT O COBCEM HeHaBHMX (110 3BOJIOIMOHHBIM
MepKaM) TOPM30HTAJIbHBIX IIepEHOCAX T'eHa JIMTTOK-
cureHasbl oT P. aeruginosa K IpyruM BHYTPUTOCIIN-
TaJIbHBIM ITaTOTeHaM. TakuM 00pa3oM, IMIIOKCUTE-
Ha3a MOXET pPacIpOCTPaHSITHCS MeEXOY HaToreHa-
MM TaKXe, KaK TeHbl pe3UCTEHTHOCTH K aHTUOUO-
THKaM (CJeIyeT OTMETUTh, YTO PE3UCTEHTHOCTh K
aHTUOMOTUKAM W HaJW4Me JIMITIOKCUTEHA3bl Jallle
BCETO COYETAIOTCS Y IMAaTOTEHOB M3 HaIero CIMC-
Ka).

JlomoIHUTEIbHBIM ITOATBEPKICHUEM CBSI3H JIM -
IMOKCUTEeHa3 W IMaToreHe3a/cuMOMo03a CIIYXXUT TOT
¢akT, yTo cama rpynmna P. aeruginosa pacrnoyioxeHa
BHYTPHM KJanbl, 00pa30BaHHOW MNAaTOIr€HHBIMU U
CUMOMOTUYECKNMH IIPEACTABUTEISIMU ITOPSIKa
Burkholderiales (puc. 8). B aT0i1 3Xe ki1aae HaxoasT-
csl TaTOTeHHbIEe IipencTaBuTeau poaa Nocardia.
Bbyrcrpan-miogmep:kka y3na B OCHOBAaHUM KJIAIbI
coctaBasier 90 — B jgepeBe, IOCTPOEHHOM B
MAFFT, u 6onee 99 — B nepese, NOCTPOEHHOM B
nporpamMme MEGA. Cxkopee Bcero, HaJlmdne 3TOM

9*
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Puc. 7. UcxonHoe (unoreHeTnyeckKoe AepeBo sl TpyNIibl P. aeruginosa, TOCTPOEHHOE METOAOM MUHUMAJIbHOW 3BOJIOLMU B
nporpaMmme MEGA [37]. B otiinuue oT npenbliylinx WUIIOCTPALUI, YPOBHU OYyTCTPAI-MOAAEPKKM MOKa3aHbl LIBETOM (Kpac-

HBII — HM3Kas MojaepXkKa, 3eJEHbII — BbicoKast). Busyanuzamus B iTOL [38]

Cyanobacteria

BU\—' )
Nocardla

r
kho/de Figleg

Puc. 8. KoHceHncycHoe nepeBo, nocrpoeHHoe B nporpamme MEGA [37] MeToqoM MUHMMAJIbHOM 3BOJIIOLUM JIJISI IIPEICTaBUTEICH
rpynnel P. aeruginosa, nopsinkos Burkholderiales 1 Sphingomonadales, ponos Nocardia v Photobacterium. 1lluanoGakTepuu uc-
I10JIb30BaHbI B KAUECTBE BHEIIHEH IPYIIIHI AJIsI pacyéTa OyTCTpan-roaaepXku. Ha qaHHOM nepeBe IIMHBI BETBEI HE COOTBETCTBY-
0T 3BOJIIOLIMOHHBIM PAcCTOSTHUAM (B Ipyrine P. aeruginosa oHu KpaiitHe MaJibl). BeJTManHBI OyTCTPIMN-TTOMIePXKKHY MPEICTaBIeHbBI

ToMIUHOI BeTBe. Busyanuzanus B iTOL [38]
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KJIaJbl OTpaxkaeT COOBITUSI TOPU30OHTAIBLHOTO Tepe-
HOCa TeHa JIMIIOKCUICHA3bl OT OMHOM MaTOIeH-
HOI1/CUMOMOTUYECKOM OaKTepnu K IPYTOii.

MBI TakKe MPOBEIN JOITOJTHUTEIbHOE (PUjIore-
HETUYECKOE MCCIIeI0BaHNE TUTTOKCUTEHA3hI «<HOBO-
ro» (emerging) HO30KOMHAJBHOTO IIaTOI¢Ha
C. lapagei. BBuay 0OJbIIOTO KOJAMYECTBA MHCEPLIMIA
U JeJelUid yaaaoch U3yYUTh TOJbKO OOUH U3odep-
MeHT. JIByMsT MeTomamMu (ITOCTpoeHneM (pUIoTeHe-
THYECKOTO JIepeBa METOAOM MUHMMAJIBHON 3BOJIIO-
IIUM U MOCTPOCHUEM (UIOTE€HETUUECKONH CEeTH)
yIajaoch II0Ka3aTb, YTO €€ JIMIIOKCUIeHAa3a TECHO
POICTBEHHA JIMIIOKCUTEHA3¢ IIPYroro HO30KOMU-
ajnbHoOro mnaroreHa Pluralibacter gergoviae. D10 co-
OTBETCTBYET IIPEIIOJOXEHUIO O JUIIOKCUTEeHAa3e,
KaK O TOPU30HTAIBHO IIePeHOCUMOM (hpaKTOpe BU-
PYJACHTHOCTA, U AEMOHCTPUPYET 3BOJIOIMOHHYIO
CBSI3b JIMIMIOKCUTEHA3 U MaTOT€HHOCTH.

3aKa0YnTeIbHbIE TOJIOKEHHS W HepeméHHbIe
npooJemsl. [1pu moucke 8 BLAST ¢ Temu ke 3ampo-
caMu, 4YTO IS OaKTepuil M MPOCTEHINNX, HE yaa-
JIOCh OOHAPYKUTH JIMITOKCUTEHA3 y apxeil. DTo cor-
nmacyercd ¢ janHeIMU Horn et al. [14] 1 00bsIcHUMO
¢ OMOXMMHWYECKUX ITO3UIIUI: JIMITIOKCUTEeHA3HbBII
MMyTh HAaYUMHaeTcs ¢ pochoaumnassl A,, pacllerisio-
mei (pochoMUIMALl MUTOTIIA3MAaTUIECKOM MeM-
OpaHBI, YTO HEBO3MOXKHO y apXell B CBSI3U C MHBIM
CTpOeHUEM MeMOpaHbl. DTOT (aKT TaKXKe Corjacy-
€TCsI C HaIlIMM CLIeHap¥eM BO3HUKHOBEHUSI JIMIIOK-
cuTeHa3 y 6bakTepuii (a MMEHHO — IIMaHOOAKTEPHil)
M 3aMMCTBOBAHUs €€ 3yKapuOTaMU.

K coxanenuto, MHOTMe OaKTepuu, KOTOpbIE, 10
pe3yabTaTaM HallleTo UCCIeA0BaHusI, 001a0aloT JIM-
MMOKCUTEHA30li, ObUIM OTKPHITHI JIUIIb B TTOCJICIHES
BpeMsl, U UX 3KO(MU3MOJIOTUSI HEAOCTaTOYHO OXa-
pakTepu3oBaHa. B cuiy aToro He yna€rcs caenaThb
HUKAaKMX BBIBOAOB OTHOCHUTEJIBbHO OaKTepHUil IT0-
psankoB  Alteromonadales, Bdellovibrionales,
Cytophagales, Chromatiales, Sphingomonadales u
npencrasutesieii pomoB Photobacterium, Entero-
vibrio. JlanbHeillline HcCleaoBaHUs, BO3MOXKHO,
CMOTYT 1aTh OTBET Ha 3TOT BoIlpoc. B rpymiie nmpoc-
TEMIINX MOKa He yAaéTCsl BBIABUHYTH TUIIOTE3bI OT-
HOCHUTEJIbHO (PYHKIMOHAJIBHON pPOJIU JIMIIOKCUTE-
Ha3 y Bua0B Oxytrichia trifalax, S. lemnae, Emiliania
huxleyi u Thecamonas trahens. JanbHel1me uccie-
IIOBaHMSI B 3TOM HAaIPaBJICHUM IIPEICTABISIOTCS
0COOEHHO MHTEPECHBIMHU, TaK KaK MOTYT IIPeIOCTa-
BUTb JOTOJHUTEJIbHbIE ITOATBEPKACHUS WU OIIPO-
BEP>KEHUS HAIIIMM BBIBOAAM.

OOHapyXeHHbBIC B HAIlleM MCCJICHOBAaHUU JI-
MMOKCUTEHA3bl TUIa3MOINO(OPOBLIX CIU3ECBUKOB U
npeacTaBuTeneit pona Phytophtora nHTEpeCHBI TEM,
YTO MOTYT YKJIAOBIBaTbCA B 00€ TUIIOTE3BI: KaK O
CBSI31 JIUTIOKCUTEHA3 C MHOTOKJICTOYHOCTEIO, TaK 1
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O CBS3U C TaToreHHocThlo. C ONHOI CTOPOHBI,
Phytophthora meeT rpubomogoOHOE CTpoeHue, a
m1a3Monno¢opoBbIe CIN3EBUKM 00pa3yloT CUHIIM-
TUAJIbHBIN TIJIa3MOJMI, YTO MOKHO paccMaTpuBaTh
KaK TeHAEHIMI0O K MHOToKJIeTouHocTh. C mpyroit
CTOPOHBI, TIPEICTABUTENIN 00OUX TAKCOHOB — (hU-
TomaroreHHsl. Bompoc, Kakyl KOHKPETHO pOJb
BBITIOJIHSIET JIMTTOKCUTEHA3a Y IaHHBIX OPTaHU3MOB,
TOKa OCTA€TCS OTKPBITHIM.

B Hauajie pa®boTbl ObLI CYMMUPOBAH psii UMEIO-
IIMXCs B HACTOsIIIIee BpeMsl TMIIOTe3 O (PYHKIIMO-
HaJIbHOM 3HAYeHMHM OaKTepHaJIbHBIX W IIPOTO30M-
HBIX JTUMOKCUTeHa3. MBI ITpoBein OMonH(pOpMaTh-
YECKUM aHAJIU3 C LEJIbI0 HAUTU MOATBEPKIACHUE Ka-
KUM-JI100 U3 HUX.

PesynbraTbl 00pabOTKM TAKCOHOMUYECKUX JaH-
HBIX, PEKOHCTPYKIIUU DBOJIOLMOHHBIX I€PEBbEB U
CceTeil COorjacyroTcs C ABYMSI M3 PacCMOTPEHHBIX
MIPEITOJIOKEHUI — O CBSI3U C MHOTOKJIETOYHOCTBIO
U MEXKJIETOUHOM cUTrHanu3aumei (rumnoresa (a) Bo
«BBeneHumn») U 0 MoJaBJICeHUU MMMYHHOTO OTBETa
XO3sMHa IMapa3uTOM WJIM CUMOMOHTOM (TUIIOTE3a
(B) Bo «BBeneHum»).

IlepBas 13 rUIIOTE3 UMEET DBOITIOLIMOHHOE 3HA-
yeHue. [losiBieHre TUIIOKCUTeHA3 Y OPTaHMU3MOB C
NPUMUTUBHOM MEXKJIETOYHOU KOOTIepaluen u
IuddepeHLIMPOBKOM MOXET 03HAYaTh X ydyacTHe B
CaMOM IIPOMCXOXKIEHUM MHOTOKJIETOUHOCTU. BbI-
SICHEHHE KOHKPETHBIX MEXaHM3MOB CUTHAJIbHOTO
JIeCTBUS TTPOAYKTOB JUITOKCUTEHA3 TpeOyeT Nalb-
HEMIINX VCCIIETOBAHUA.

MexaHu3M CUTHaJIM3alUM MEXIy lapCTBaMM
IIJISI TIOJABJIEHUSI UMMYHHOTO OTBETa XO3sMHa, Ha-
o0opoT, OoJsice AeTalbHO M3y4yeH Ha IpuMepe
P. aeruginosa. Haiuy naHHbI€ ITO3BOJISIIOT PacipocT-
PaHUTH 3TY TUIIOTE3y Ha OOJIBIIIOE YMCIO OaKTepuit
U TIpUOJM3UTENIBLHO OUYEePTUTh X Kpyr. BecbMa Be-
pPOSITHO, YTO TaKOW cTpaTerveil MmoJjib3yrTCs MHO-
rMe BHYTPUTOCIIUTAIBHBIE M OMIIOPTYHUCTUYECKIE
naToreHbl, MnpuodpeTas JUIIOKCUIeHA3y IpPyr OT
JIpyra B pe3yjbTaTe TOPU30HTAJbHOIO MepeHoca.
Takoii (pakTOp BUPYJIEHTHOCTH T10 OMMACHOCTH CTa-
HOBUTCSI B OIMH Psii C TeHAMU PE3UCTEHTHOCTH K
aHTUOMOTHUKAM, YTO AUKTYeT HEOOXOAUMOCTb
MPUCTaJIbHOIO BHUMaHUSI K IUTIOKCUTEHA3e Yy maTo-
Te€HHBIX MUKPOOPraHU3MOB.

KondmkTt uaTepecoB. ABTOPHI 3asIBJISIOT 00 OT-
CYTCTBUU KOH(JIMKTAa UHTEPECOB.

CoOmonenne 3Tnyeckux HopM. Hactosiias
CTaTbhsl HE COJAEPKUT ONMCAHMUS BBIITOJHEHHbBIX aB-
TOpPaMM UCCICOOBAHUN C YY4aCTHEM JIIOACH WJIN UC-
MOJIb30BAHUEM XKMBOTHBIX B KAYeCTBE OOBEKTOB.
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Lipoxygenases are found in animals, plants, and fungi, where they are involved in a wide range of cell-to-cell signal-
ing processes. The presence of lipoxygenases in a number of bacteria and protozoa has been also established, but their
biological significance remains poorly understood. Several hypothetical functions of lipoxygenases in bacteria and
protozoa have been suggested without experimental validation. The objective of our study was evaluating the functions
of bacterial and protozoan lipoxygenases by evolutionary and taxonomic analysis using bioinformatics tools.
Lipoxygenase sequences were identified and examined using BLAST, followed by analysis of constructed phylogenet-
ic trees and networks. Our results support the theory on the involvement of lipoxygenases in the formation of multi-
cellular structures by microorganisms and their possible evolutionary significance in the emergence of multicellulari-
ty. Furthermore, we observed association of lipoxygenases with the suppression of host immune response by parasitic
and symbiotic bacteria including dangerous opportunistic pathogens.

Keywords: lipoxygenases, bacteria, protozoa, bioinformatics, phylogenetics, signaling, multicellularity, opportunistic
pathogens

BUOXUMUA tom 85 BbIm. 9 2020



