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MeTtaH — BaXXHbII MAapHUKOBBII ra3, KIMMaTU4ecKuit 3¢hGheKT KOTOPOro HEBO3MOXKHO JOJTOCPOYHO TTPO-
THO3MPOBaTh 6€3 3HaHMS paclipefesieHs] Ha3eMHBIX NICTOUHUKOB €ro TOCTYIUIeHus B atMocdepy. Llenb
paboThl — JaTh 0030p IIMPOKO UCIIOJIb3YEMbBIX B HACTOSIIIIEE BPEMSI METOJIOB U3MEPEHUSI MUKPOOHOI1 TTpo-
IYKIIMYA Y SMHUCCUM MeTaHa B rmouBax. [IpemnoxeHa Kiaccudukanys METOJ0B U3MEPEHMS TTPOILYKIIUN Me-
TaHa B TIOYBaX, OCHOBaHHasl Ha PyHIaMEHTaJbHBIX (DU3UUYECKUX MPUHLIMITAX U MaTeMaTUUYECKUX CXeMax
00pabOTKM JAaHHBIX IJIS KaXKIOTo MeToda M3MepeHHuil. B 1abopaTOpHBIX yCIOBUSIX HMPOAYKIIMS MeTaHa
orpenesisieTcsl METoAaMU MHKYOalMy 06pa31ioB MOYBBI U MOCIOHHO-0aJIaHCOBBIM METOJIOM, KOTOPBIE M03-
BOJISIIOT MCCIe0BAaTh METAHOTEHHBIN MOTEHIIMAJ COOOIIECTBA IS TMTOCAEAYIONIer0 MOIESTUPOBAHUS MUK-
POOHBIX MPOLECCOB, HO HE MOTYT OBITh HATIPSIMYIO SKCTPArOJIMPOBaHbl HA TPUPOIHYIO 3Kocuctemy. s
orpeesieH!s TPOAYKIIMH B TIOJIEBBIX YCIOBUSIX TPUMEHSIIOTCS TTOYBEHHO-TPAIUEHTHBIE METOMIBI, a TAKXKE
rnoJieBast MoauduKaius mMocjaoiiHO-0aIaHCOBOTO MeToa, pa3paboTaHHasi i1 00JOTHBIX MOUB. ONKCaHbI
MEeTOIbl U3MEPEHMST SMUCCUM MEeTaHa, X MPEeUMYIIIECTBA M OTPAaHWYESHMS 7151 Pa3HBIX TTOYBEHHBIX CUCTEM.
TpanuumoHHBIE KaMepHBbIE METOABI A0 CUX IOP MOIYJISIpHBI Ojlaromapsi IpOCTOTe MCIoJb3oBaHus. Mx
MMpUMEHEeHNEe, OJHAKO, UMEET Psii OTpaHWYEHUIA: TIPU UCITOIb30BaHUM KaMephbl IMTPOUCXOIUT U3MEHEHE
€CTeCTBEHHBIX YCJIOBUi1, paboTa BO3MOXHA B HEOOJIBIIMX MPOCTPAHCTBEHHBIX MacIITabax, CylIeCTBYIOT
MPOGJIEMBI IIPU YCTAHOBKE KaMepbl B HEKOTOPBIX IKOCHCTeMaX. DTUX HeTOCTATKOB JIMIIIEHBI 00Jiee COBpe-
MEHHBIC MUKPOMETEOPOJIOrMYECKUE METO/IbI, MO3BOJISTIOLINE MOJIYYUTh PEIPe3eHTaTUBHYIO OLIEHKY 3MUC-
CHMM Ha MaclilTabe 6uoreoleHo3a, 1aXe eCJiv BblaeJeHne raza HEOMHOPOIHO B ITPOCTPAHCTBE U BO BPEMEHMU.
st onpeneseHUs SMUCCUM U3 crielnuIecKuX o0beKTOB (MmoJuroHoB THO, XKMBOTHOBOIUECKUX XO-
3SIACTB), a TAK;K€ HA OYEHDb OOJIBIIIOM IIPOCTPAHCTBEHHOM MacInTabe (pernoHaJIbHOM U TaXKe TJI00AIEHOM)
UCIIOJIB3YeTCs “MeTon 0OpaTHO 3amaum’™.

KioueBble c10Ba: MeTaHOTEHE3, TIOTEHIIMAIbHAS TTPOAYKIIMS MeTaHa, SMUCCHUS MeTaHa, KAMEPHBII METO/,
MMKPOMETEOPOJIOTUUECKUE METOIbI, METOMI OOPAaTHO 3amauun
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MeTaH — OoOMH M3 BaXXHBIX MApPHUKOBBIX I'a30B,
BJIMSTIOIIMX Ha TEIJIOBOM OajlaHC B KJIIMMATHYECKOI
cucteme 3emin (Alm et al., 1999). Ot 70 no 90% art-
MochepHOro MetaHa obpasyeTcsl B pe3yjbTaTe MUK-
pooHbIX TIpoiieccoB (Ehhalt et al., 1978; KonnpaTtbeB
u coasT., 2003; Kaniucrosa u coasrt., 2017; Kotsyur-
benko et al., 2020). /1o oTKpbITHUSI a3PpOOHOTO METAHOT e~
HE3a CUUTAJIOCh, YTO METaH 00pa3yeTcsl NCKITIOUNTEIb-
HO B pe3y/bTaTe XKU3HENESITeJIbHOCTU METaHOT€HHBIX
apxeu, SBJSISICh IIPA 3TOM KOHEYHBIM ITPOAYKTOM
aHa’pPOOHOTO Pa3JI0KEHUSI OPraHUYECKOTO BellleCTBa
B METaHOT€HHOM MMKPOOHOM coobmiecTBe. B HacTo-

siee BpeMs JOKa3aHO, YTO MeTaH MOXKET TakKe 00-
Pa30BBIBAThCS B A3POOHBIX YCIIOBUSIX IIPU PA3IOKECHUN
MoJIMcaxapuIHbBIX 3GUPOB MeTUIHOCHOHOBBIX KUCIOT
MOPCKHUMU a3pOOHBIMU TeTepOTPO(PHBIMU OaKTEpHs-
mu (Kamat et al., 2013; Repeta et al., 2016). EcTb Tak-
XKe TaHHble 00 a3poObHOM 0Opa3oBaHUU METaHa pas-
JMYHBIMH poToTpodamu u MetaHoreHamu (Grossart
et al., 2011; Bizi¢-Ionescu et al., 2018).

OCHOBHBIM UCTOYHUKOM MeTaHa SIBJISTFOTCS aHad-
pOOHBIE TTOYBEHHbBIE 9KOCUCTEMBI, B OCOOCHHOCTH TE
U3 HUX, TOe OTCYTCTBYIOT WJIM HAXOASITCS B HU3KOIL
KOHIIEHTpAllMM coeguHeHus1 (cyabgaTbl, OKUCIIBI



4 I'TATOJIEB u ap.

XKejieza M T.O.), CAyXKallye aKLenTOpaMU 3JIEKTPOHOB
KOHKYPEHTHBIM JUISI METAHOTEHOB MMKPOOHBIM T'DYII-
rmaMm. Cpeay TaKUX SKOCHUCTEM CJIEAYET B IIEPBYIO OUe-
peab Ha3BaTh YBIIAXKHEHHbBIE U 3a00JI04CHHEBIE TTOYBHI, B
TOM YHCJIe PACIIOIOXKEHHBIE B YCIIOBUSIX YMEPEHHOTO
n xonomHoro kiaumara (Haas-Laursen et al., 1996;
Waddington et al., 1996; KonapatbeB u coanrt., 2003;
Etiope, 2009). 3HauuTeabHOE KOJMYECTBO METaHa
o0pasyercsl MpU pas3lIoKEHUN pa3IMYHbIX aHTPOIIO-
TeHHBIX OPTaHUYECKUX OTXOMOB, MIPOMCXOASIIEM Ha
nojauroHax mx 3axopoHeHus (Nozhevnikova et al.,
1993; KonnpatbeB u coant., 2003; Goldsmith et al.,
2012; Foster-Wittig et al., 2015). Takxke cpeau 1mod-
BEHHBIX UICTOYHUKOB CJICAYyeT YIIOMSIHYTh 3aJIUBHBIE
pucoBbie mois (Cicerone, Shetter, 1981; MuHBKO
1988; Schiitz et al., 1989; Marik et al., 2002) 1 TpyHTHI
BeuHoii MepayioTsl (Kobabe et al., 2004; Ganzert et al.,
2007). HakoHel1, B TocljieHee BpeMsl BO3POC MHTEe-
pec K IMpOoAYKIIUM MeTaHa B ITOYBaX 3a00JIOUEHHBIX
JIECOB U JIECOB, TIEPUOINYECCKHU TTOIBEPraloIIUXCsI TTe-
peyBinaxkHeHMuIo (Aronson et al., 2012; Christiansen
et al., 2012; Glagolev et al., 2018), xoTs paHee 1eca B
KauyecTBe I100aJbHOI0 MCTOYHMKA METaHa BCEpbhe3
HE pacCMaTpUBaICh.

Oco0OBIM MHTEPECOM K BOITPOCaM II100aJIbHOTO ra-
3000MeHa OTMedeH Tepuro ¢ Hadana 80-x rr. XX B., KO-
I1a Iepel MUPOBBIM HAydYHBIM COOOIIIECTBOM BCTaJla
npoOGJjieMa IMPOrHO3MPOBAHUS U3MEHEHMS KIMMarta, 1
ObLIIM YCTAaHOBJIEHBI paHee HeU3BECTHBIE OCOOCHHO-
CTU BJIMSIHUSI Ta3000pa3HBIX IpuMeceil atMocdephl Ha
€€ paIMallMOHHBIN pexkuM. Pe3yabraTbl MOHUTOPMHTA
npumMeceii atMocdepbl CBUAETEILCTBYIOT JIUIIL O BTO-
PUYHBIX U3MEHEHUSIX, IIPOMCXOISIINX B CUCTEME TIIa-
HeTapHoro razooomeHa. IlostoMmy yke okoio 40 et
Hazaj CTajlo SICHO, YTO yCIICIITHOE pellleHue TIpodJie-
MBI JOJITOCPOYHOTO IIPOrHO3MPOBAHUS KIIMMATHUe-
cKoro 3¢ deKTa IMapHUKOBBIX Ta30B HEBO3MOXKHO 0¢3
3HAHUS paclpeaeieHUs UX Ha3eMHbIX UCTOYHUKOB
(Munsbko, 1988). I1pu 3TOM O4eBUAHO, UTO pelIeHHE
pa3IMYHBIX 3a7a4 TpeOyeT pa3HbIX METOIOB U3MeEpe-
HUSI, KAl U3 KOTOPBIX MOT ObI paboTaTh B CBOEM
IIPOCTPAaHCTBEHHOM MacITade, a BCsS CUCTeMa METO-
JIOB oxBaTbIBajIa OBl JTIOOBbIC MACIITAObI, YCIIOBHO TO-
BOPSI — OT OOJIOTHOI KOYKM 1O KOHTUHEHTOB.

IToHayany B mosIeBbIX YCAOBUSX JIUIIb JOKAJIbHO
u3Mepsuim cymMapHbiii notok CH, Ha nmoBepxHOCTU
paznmena mouBa/aTMocdepa MPOCTEHIINM KaMepHbIM
METOIOM, a MHOTJA TOJIbKO KOHIIEHTPAIIMIO METaHa B
MPECHOBOMIHBIX Oocanakax 1 nousax (Mah et al., 1977; Ci-
cerone, Shetter, 1981; Harriss et al., 1982), 1 otoupanu
o6pasiibl. [Tpomykiiuto wiu norpediaenue CH, onpene-
JISITA B J1Ta0OPATOPHBIX YCIIOBUSIX, TTOMEIIAst 3TH 00pas3-
116l BO (DJIAKOHBI 1 UHKYOUPYSI UX P OMpeAeIeHHO
TeMmIiepaType ¢ J00aBJeHUMEM CyOCTpaTOB, MHOTIA
coIepKaIllnX pagroaKTUBHYIO MeTKY (Zeikus, Winfrey,
1976; Kelley, Chynoweth, 1980; King et al., 1981). B
JajdbHEMIeM ObLT pa3padboTaH HOBBIM ITOCIOMHO-0a-
JIAHCOBBIM METOJ 111 U3yUYEeHUsI MPOLIECCOB ra3oo0-

MeHa (MuHbKO 1 coaBT., 1987; OpaoB u coanrt., 1987;
Alperin et al., 1988). DToT MeTOon MpUMEHSICS, B
YaCTHOCTH, IJISI U3MEPEHUSI METaHOTeHe3a B “Me30-
KocMax” B J1abopaTOpHBIX yCI0BUAX (MUHBKO U CO-
aBT., 1987), a Tak:ke B mojieBoii MoguduKanuu (B aH-
IJIOSI3BIYHOM JIMTepaType IJIsI Hee ObLIO IPEII0KEeHO
crienajgbHoe Ha3BaHme — “deep soil chamber tech-
nique”) B akcrnepumeHrax in situ (Glagolev, 1998;
Panikov et al., 2001). B aToM MeTOE CKOPOCTh MeTa-
HOIeHe3a pacCUYMThiBajach M3 ypaBHEHUS OalaHca
maccoel CH, B mpoduine noussl. B nutepatype cyuie-
CTBYET HEKOTOpasi HEOMHO3HAYHOCTb B UCITOJIb30Ba-
HUY TEPMUHOB “MHUKPOKOCM” M “Me30KocM” — cp.,
Hanpumep, (Penopos, 'mabmanos, 1980; I'oHTep u
coasT., 1982; Onym, 1986; Blodau et al., 2004). B Ha-
CTOSIIIIEH CTaThe TEPMUH “ME30KOCM ™’ OyIeT UCIOJIb-
30BaH JJIs1 0003HAaUYeHUs “o0pa3lia MOYBbBI HEHapy-
meHHoro cinoxeHus1” (Blodau et al., 2004). Tepmun
“MHMKpOKOCM” OyIEeT MCIOJIb30BaH IS 0003HAYECHUST
WCKYCCTBEHHOII 3KOCHCTEMBI, T.€. IIOYBBI C Hapy-
IIIEHHLIM CTPOCHMEM, HampuMep, ITOYBBI, pa30aB-
JICHHOI KYJIbTypaJIbHOI cpenoii. s ucciiegoBaHus
MMOYBEHHOI'O0 ME€30KOCMa OOBIYHO MCIIOJIb3YIOT KOH-
TeiiHep O0OBEMOM OT HECKOJBbKUX JUTPOB IO HE-
CKOJIBKUX AECSATKOB JIUTPOB, TOIIa KaK IJIsl CO3IaHUSI
MHUKPOKOCMOB HCITOJIB3YIOTCSI Pa3IMYHbIE €MKOCTU
JUIST MUKPOOHOI'O KYJIbTUBHUPOBAHMS, KaK IIPaBUJIO,
¢maxkonbr 20—120 Mt

Ilenbio paboTHI sIBISIETCS 0030p IMPOKO UCIIOIb-
3yeMBbIX B HACTOSIIIEee BpeMs METOIOB M3MEpPEeHMUS
MUKPOOHON MPOIYKIINM M SMUCCUM METaHa B IOY-
BaX, a TakxXe olieHKa 3¢ (GeKTUBHOCTU MPUMEHEHUS
5THX METOMOB B Pa3IMYHBIX 9KOCHCTEMaX.

[MPOAYKILIHNA N OSMUCCHUA METAHA
B I[TOYBEHHbIX 5KOCHUCTEMAX

OcHoBHbIM ucTouHUKOM CH, B atMocdepy sBJisi-
I0TCsl MepeyBiaakHeHHbIe 6osoTa (Tathy et al., 1992;
Bridgham et al., 2013; Lohila et al., 2016), B KOTOpBIX 3a
cueT OOBOTHEHMS MTOYB CO3IAIOTCSI aHAdPOOHBIE YCIIO-
BUsI, HCOOXOIMMBIE 11 (DYHKIIMOHUPOBAHUS METaHO-
T€HHOTO MUKPOOHOTo cooOlectBa. B Tponuueckoit
30HE HMCTOYHMKAMM Me€TaHa SIBJISIIOTCSI MTOYBEHHBIC
CUCTEMbI MAaHTPOBEIX JIECOB, ITEPUOINYECKU 3aTOII-
JIsieMble MOPCKOI1 BOJIOM, M APYTHE TPOIIMIECKIE TIepe-
yBiaaxHeHHble 3emin (Torres-Alvarado et al., 2005;
Kristiansen, 2007). Omuccusi CH, 3apeructpupoBaHa
TaKKe M3 YEPHO3EMOB, B TOM YHCJIE OPOIIAeMBbIX MU
3aTOILISIEMBIX MO KyIbTypy puca (KacmapoB u coaBT.,
1986; MuHbBKO U coaBT., 1987; Munbko, 1988), nepHo-
BO-TIO[I30JIMCTHIX, IJICETACKHBIX, TIJIee-MEP3JIOTHBIX
U Ap. MOYB, PACHOJIOXKEHHBIX B 30HaX OOpeajbHOTO
kinMmaTta (MuHbKO, 1988), B 4acTHOCTU, MOYB MOJ,
3a6omoueHHBIM JilecoM (Ullah et al., 2009; Lohila et al.,
2016; Mochenov et al., 2018), a Takxxe B moiiMax pek
(Bartlett et al., 1990; van Huissteden et al., 2005; Be-
lova et al., 2013; Oshkin et al., 2014) u 1.11. MeTaHO-
TEHHBIC apxerd OOHapyXeHBblI MPAaKTUYECKH BO BCEX

MHWKPOBUOJIOTUS Ne 1
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THUITaX ITOYBEHHBIX SKOCUCTEM, OTHAKO SMUCCHUS Me-
TaHa B aTMOC(depy 3aBUCUT TAaKXKe OT aKTUBHOCTU M€ -
TaHOTPOMHBIX MUKPOOPTraHU3MOB, KOTOPLIE, 0OUTAS
B IIOBEPXHOCTHBIX ad3pUPYEMBIX CJIOSIX TTOYBHI, ITO-
tpeossior CH,. IToctyruienue metaHa B atMmocdepy —
pe3yJibTaT paboThl MUKPOOHOT'O METAHOBOTIO 1IUKIIA,
OCHOBHBIMU MHUKPOOHBIMHM areHTaMM KOTOPOIo Kak
pas3 U SIBIISIIOTCSI METAaHOTEHBI 1 METAaHOTPOMHI.

DMHUCCUS MeTaHa U3 YBJIAXXHCHHEBIX IIOYB TakKKe
3aBHCHUT OT IIPOILIECCOB €r0 TPAaHCIIOPTa U3 aHAPOOHOIM
30HBI K TTOBEPXHOCTHBIM CJIOSIM. MeTaH IoCcTymnaeT K
HUM Ojarogapsi TPEM OCHOBHBIM MEXaHM3MaM: IIy-
3BIPBKOBOMY, IH(P(PY3MOHHOMY M 4Yepe3 pacTeHMS.
V4eT 3Tux MexaHM3MOB HEOOXOIUM TIPU KOPPEKTHOM
oueHke norokoB CH, u3 yBiaaxHeHHbIX 1o4B (Tor-
res-Alvarado et al., 2005). JlonmonHUTENHLHO, YBIIAXKHEH-
Hble TOpPSIHbIE MOYBBI XapaKTEePU3YIOTCS IIPOCTpPaH-
CTBEHHOM CTPYKTYPHOII HEOIHOPOOHOCTBIO, KOTOpas
3aTPYOHSICT SKCTPAIOISLMI0 3HAYCHUI ITPOXYKIINU
WIM SMUCCUM MeTaHa. CIIO’KHOCTD OLIEHKH ITPOIYKITNU
u smuccur CH, B MoyBax MoJjIMroHOB TBEPABIX OBITO-
Bhix otx010B (TBO) Takke cBs3aHa C TeTepOTeHHO-
CThIO, TTOCKOJIBKY THhO 3akmanpIBaloTcst Ha ITOJIUTO-
Hbl HEOTHOPOAHBLIMU ciiosiMU. CioM pa3inyaroTcs
10 XMUMHUYECKOMY COCTaBY, KOJIUYECTBY U OHMOpa3iia-
racMOCTHU OPTaHWYECKOTO BEIIECTBA, COAEPXKAIIETOCS B
TBO. Bbonee Toro, BejiMKa HEOTHOPOIHOCTD U B TIpe-
nmenax ogHoro ciost (Nozhevnikova et al., 1993; Kan-
JicToBa U coaBT., 2006; Foster-Wittig et al., 2015; Te-
pEeHTbeBa U COaBT., 2017).

AKTyaIbHOCTb TOYHOM OLIEHKM MPOAYKIIMH U
SMUMCCUY METaHa U3 Pa3IMYHbIX IIOYBEHHBIX 9KOCH-
CTEM CBsI3aHa C BaXKHOM 3KOJIOTUYECKOM POJIbIO 3TUX
9KOCHUCTEM U UX CYIIECTBEHHBIM BKJIAAOM B INI00aJIb-
Hy1o amuccuio CH,. CoBpeMeHHbIE METObI OTIpee-
JICHUSI TIPOAYKLIUMA M SMUCCUU METaHa IT03BOJISIOT B
TOII WJIM MHOM CTENEeHM YIUTHIBaTh ceIudpuIecKue
OCOOEHHOCTU KaXIOM OTHETbHOII MOYBEHHOM 3KO-
cucTteMbl. B cBSI3M ¢ OOJIBIINM pa3HOOOpA3MEM ITUX
DKOCHUCTEM, a TaKKe (PU3UKO-XUMUUECKUX U TUIPO-
JIOTUYECKHNX YCJIOBUM, B KOTOPHIX OHM HAaXOISTCH,
CYIIIECTBYET HEOOXOAUMOCTh KjIacCU(UKaLUU UMe-
IOIIMXCSI METOMNOB, aHajIM3a MX HPUMEHUMOCTHU, a
TaK>Ke HaxOXAEHUST HanboJjiee ONTUMAaIbHOTO METO-
J1a U1 KaXKI0M U3 pacCMaTpUBaeMbIX 9KOCUCTEM.

OBILIMU MPUHLUIT KIACCU®PUKALIMU
METOAOOB OITPEAEIEHUA ITPOAYKIINN
1N 5MUCCUU METAHA

[Tpobaema knaccuduKaluyu METONOB U3MEPEHUS
nponykuuu CH, B TOUBEHHBIX 9KOCUCTEMAX CBSI3aHa
C YYETOM NPOCTPAHCTBEHHOI CTPYKTYphl M (PU3UKO-
XUMUUYECKUX yCIIOBUil B MecTe usMepeHus. C camoit
OOI1Ie¥1 TOYKM 3peHUsI OIpeaeeHe NHTEHCUBHOCTHU
MeTaHoTreHe3a TIpeACTaBisieT co00if M3BECTHYIO B
du3uKe 3a0a4y OIpeaesieHUsI MOIIIHOCTU UCTOYHHKA
Macchl KaKOro-JINO0 KOMITOHEHTA CUCTEMBI, B TaH-
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HOM CJIy4ae MaccChl MeTaHa (MOIIHOCTb MCTOYHMKA
Macchl OIPENeJIEHHOr0 KOMIOHEHTa — BeJIWYMHA
MAacCCHI 3TOTO KOMIIOHEHTA, ITOpOoXaaeMasi B eIUHUILIC
obbeMa B eguHUIY BpeMeHM (Pummmmon, 1986)).
PaccMmoTpeHHOe HMXKE pellleHMe 3TOI 3agadu Ipu-
MEHUTEJbHO K TTOYBEHHBIM 3KOCUCTEMaM JIeTJO B
OCHOBY IpeylaraeMoi KJiacCu(UKauu.

Hcmounukom Macchl KakKoro-jimdo KOMITOHEHTa
Ha3bIBAIOT IPUYMHY U3MEHEHMS MACChl KOMITOHEHTA 3a
CUYeT BHYTPEHHMX IIPOLIECCOB, IIPOMCXOISIINX B BEIlle-
CTBE, T.€. B OTCYTCTBHUE IOTOKOB Macchl. [lomokom mac-
Cbl HA3BIBAIOT MACCY, IIEPEHOCHMYIO B €IMHUILY BpeMe-
HU CKBO3b 3aJJaHHYIO TTOBEPXHOCTH .S (CleqoBaTeIbHO,
pPa3MepHOCTBIO MOTOKA OyIeT: e. MacChl/el. BpeMe-
HU, HaIIpuMep, Mr/4). J1st XxapakKTepuCcTUKU II0TOKA
yepe3 OTAEAbHBIE JIEMEHTHI TOBEPXHOCTU BBOIUTCS
MOHSTUE 00 yOdeabHOM nomoke KaK O TOTOKE uyepes
eInHUILYy IToBepxHocTu. CiiemoBaTeIbHO, pa3MepPHO-
CTBIO YIEJIbHOIO ITOTOKa OyIeT: €. MaccHl * (elI. Bpe-
MeHn)~! - (ex. miomanm)~!, Hampumep, Mr/(4 - M?).
KonnyecTBeHHas1 XapaKTeprUCTUKA IeiiCTBUS UCTOY-
HUKa — mougHocms ucmoynuxa (Oumunmos, 1986),
omnpeaelieHre KOTOpoii ObLIO maHo Bhime. CormacHo
OMpeJIeJICHUIO, PAa3MEPHOCTBIO MOWHOCMb UCMOYHU-
Ka OyneT: exn. Macchl - (exn. BpeMeHu) ! - (ex. oobema) ™!,
Hanpumep, Mr/(4 - M%). OueBUIHO, YTO (PU3UUECKOE
MOHSITHE “yHeJIbHBII MMOTOK” COOTBETCTBYET LIIMPOKO
MIPUMEHSIEMOMY B 9KOJIOTUY MOHSTUIO “aIMUCCHU”, a
“MOIITHOCTb UCTOYHHUKA” — “TIpOAYKINS” MU “CKO-
POCTh IPOAYKIIMU .

Hns CH, uctouHukamu OyayT JIOKaJIbHble MUK-
pOOHBIE TIPOLIECCHI ero 00pa3zoBaHUs (METaHOTEHE3).
MHorna oT 6MOJI0TOB U 9KOJIOTOB MOXHO YCJIBIIIATb,
YTO TaKKe MCTOYHMKAMHM MeTaHa OydyT MecTa ero
HakKoIJIeHUs1 (ra3oruiaparhbl, CHUIIBI, HedTera3oBbic
MECTOPOXAEHUS U T.A), U3 KOoTopbix CH, MOXeT Mu-
rpupoBaTh Ha IIOBepXxHOCTb. Co cTporoii dusumye-
CKOIi TOYKHU 3pEHUSI 3TO, KOHEUHO, HE TaK, ITOCKOJIb-
Ky B 3TOM cjlyyae B eIMHUIe 0ObeMa Macca MeTaHa
He IIOpOXAaeTcs, a JIMIIb IepeMeinaercs. [eiicTBr-
TE€JIbHO, B TaHHBII MOMEHT BpeMEHU U B CUIIC, U B
HeDTIHOM MECTOPOXICHUU METaH yXXe €CTb, OH TaM
He “TiopoxnaeTcss” — He obpa3yeTcs (pa3Be 4To CIIy-
yaii ra3oruapara HeCKOJIbKO 0oJiee CJIOXKEH).

HMcTouHMKY, XapaKTepusyeMble OTpULIATEIbHOM
MOIITHOCTBIO, WUMeHYyIoTcS cmokamu (PuaumIos,
1986). Ina CH, ctokamu OyayT JitoOble IIPOLIECCHI, B
KOTOPBIX OH TIOIJIOIIAETCSI, HAllpUMep, B aTMocdepe
9T0 (DOTOXMMUYECKUE PEeaKIIU OKUCIIEHUS, B TIOYBE —
Ouosiorndyeckoe MoTpedseHrne MeTaHOTPOGHBIMU
MUKPOOpPraHU3MaMu.

B obGuiem ciiydae B cucteMe (HalmpuMep, B pa3HbIX
€€ YacTsIX) MOTYT JAeiCTBOBATb OJHOBPEMEHHO MC-
TOYHUKU, MOIITHOCTh KOTOPBIX MbI 0003HA4YUM p*, 1
CTOKM C MOIIIHOCTBIO p~. B 3TOM ciiydyae Habitonae-
Masl pe3yJIbTUpPYIolllasi MOIITHOCTh UCTOYHMKA (p) Oy-
JIeT OIpeaesISIThbCSl HATOXKEHMEM MPOoliecCOB 00pas3o-
BaHUS U PacXxo0BaHUs BEIECTBA:
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p=p-p. M)
OnHako B peaJbHOCTH 3Ta MPOCTasl CXeMa I1o14ac
CYIIIECTBEHHO ycJIoXHsIeTcs. [Ipu oTTauBaHuM “Bed-
HOMEP3JIbIX” MOPOJ, HAIIpUMEDP, MOXET BBIICISITHCS
METaH, He JIOKaJIbHO 00pa30BaHHBIM MEeTaHOTCHAMH,
a HaKOTIJIEHHBIM MHOTO JIET Ha3a/ ITOJ1 CJI0EM 3aMep3-
IIeii moYBEl. MOXET BbIIEISITHCS M aOMOTEHHEBIN Me-
TaH. @opMaJbHO, pa3 HET 0Opa3oBaHMsI/paciiaga Me-
TaHa, a €CTh JIMIIb IepeMellIeHNE YK€ CYILIeCTBOBaB-
IIIET0 MeTaHa, TO OIMCAaHMUE 3TUX IPOLECCOB TOJIKHO
WUITU HE Yyepe3 MOIIHOCTh ncTouHuKa macchl CHy, a
Yepe3 €ro NOTOKM MEXIY pa3HbIMHU pe3epByapaMMu.
Ho ¢deHOMeHONOrMYeCK M B 3TOM CJIydae 4acTo
MpuoOeraloT K ONKMCAHWIO MMEHHO 4Yepe3 MCTOYHU-
KW/CTOKH.

Crneuuduka COBMECTHOTO IeHACTBUSI UICTOYHUKOB
U CTOKOB METaHa MOXET TPOSIBISAThCS, B YACTHOCTHU,
B TOM, UTO B HIDKHUX (aHA9POOHBIX) CIIOSIX TPODUIIs
00JIOTHOI MMOYBBI MOXET MTPOUCXOIUTH 0Opa3oBaHUE
MeTaHa ¢ BEICOKOI MHTEHCUBHOCTEIO p*, a B BepXHEM
(HaCBIILIEHHOM KHUCJIOPOJIOM) CJIO€ — OKUCJIEHHE Me-
TaHa C MHTEHCUBHOCTbIO p~. Eciu oOpa3zoBaHue Me-
TaHa HEMHOTO TIPEBBIIIAET €r0 OKMUCJIEHUE, TO BECh
Mpodub ITOYBHI OYAET BBITJSACTh U1 BHEIITHETO Ha-
Omonaresisi Kak KICTOYHUMK MeTaHa ¢ HeOOJIbIION pe-
3yJIBTUPYIONIE MOIIHOCTEIO, paBHOM (p* — p~). Ha-
IPOTUB, KaKOi Obl OOJIBIION HU ObUIA BEJIMYWHA P,
HO €CJIM OKMCJIEHHe MeTaHa MpeBbIIIaeT ero oopaso-
BaHUE, TO BeCch NMpodUuIb MOYBbl OYAET BBITJISIAECTD
KaK CTOK MeTaHa.

CTporoit KoJm4eCTBEHHOM OCHOBOW OITpeee-
HUS PE3YJbTUPYIOILIEN MOIIHOCTH MUCTOYHUKA SBJISI-
eTcsa To (phyHIaMeHTaJbHOE YpaBHEHHE, B KOTOPOE
OHa BXOIUT. DTO — ypaBHEHME 3aKOHA COXpPaHEHUSI
MaccCHhl.

PaccMmoTpuM cooTHOILIIEHUE, SIBIISTIONIEECs OOIIei
GhopMyIUPOBKOIi 3aKkoHa coxpaHeHuss Macchl. I1puH-
LIMIHUAIBLHO Pa3IMYHBIX (C (PU3UUYECKOUM TOUKHU 3pe-
HUS) IIPUYMH U3MEHEHMSI KOHIIEHTpalluy METaHa B
dukcupoBaHHoMm oo6beme (V) ABe: BO-MEPBBIX, ITO
nomok Ta3a CKBO3b IOBEPXHOCTH S (0XBaTHIBAIOIIYIO
paccMaTpuBaeMbIii 00bEM) U, BO-BTOPBIX, delicmaue
UCMOYHUKO08/CMOK06 Ta3a B pacCMaTPUBAaeMOM 00be-
Me. 3anUilIeM 3TO aHATUTUYECKU:

%I;[CdV - I-J;pdV —-S[jdn. )

3neck C — oObeMHasl TUIOTHOCTDb (KOHUEHTpAIIUS);
j— yaenbHbIi TToTOK (manee — YII); p — pe3yabTupyto-
ast MOIITHOCTh MICTOYHMKA; BEKTOP dn 110 aOCOTIOTHOM
BeJIMYMHE paBeH IUIOIIAAM 3JIeMEHTa MOBEPXHOCTU, a
HaIIpaBJICH IT0 HOpMaJIM K Heli. Bocrmonbzyemcs Teope-
Moii OcTporpaackoro Ik TOTro, YTOOBI BEIPA3UTh T10-
BEPXHOCTHBII MHTETpaJl B 3TOi (popMyIie uepe3 00beM-
HBII, ¥ TIepEHEeCEM BCe WIEHBI B JIeBYIO YacTh. [1orydaem
(®unurmmos, 1986):

%JOCLZV —f/[pdV + {/[div(j)dV - 0. 3)

W, no u3BecTHOMY CBOUMCTBY MHTerpaia (“mHTe-
Ipaj CyMMBbI paBeH CyMM€ MHTErpajioB”):

j[%—f —p+ div(j)}dV = 0. (4)
¥

BBuay npou3BOJIBHOCTU BhIAEJIEHHON MTOBEPXHOCTU
MMOJBIHTETPAJILHOE BbIpaXeHue paBHO Hymio (Du-
qrmoB, 1986; Jlanmay, JIudmmi, 1988):

0C/or + div(j) = p. (5)

Kak BuUgmM, cKOpoCTh M3MEHEHUs KOHIIEHTpa-
LIMU ra3a, ero yAeJbHBIM MOTOK U pe3yJIbTUPYIOLIas]
MOIIHOCTh UICTOUYHMKA OKA3aJIMCh CBSI3aHbI B €IMHOM
ypaBHeHuu. CienoBaTeIbHO, Ha 6a3e TaKoro ypas-
HEHUSI MOXXHO TEOPEeTUYECKHU MOCTPOUTH KiaacCuu-
KaLIUIO METOIOB U3MEPEHUSI U TIPOXYKIIN, I SMUCCUU.
IMpakTnyeckn ke (akT yKa3aHHOI CBSI3M O3HAYACT,
4TO, 3HAsI IMHAMUKY KOHIIEHTPALIM1, MOXHO I10 TTI0TO-
KaM oNpeAeiauTh MPOAYKIUIO WIM, HA00OPOT, IO
MPOIYKIINUA — SMUCCHIO.

IMoacraBuB BeIpaxxeHue (5) B ypaBHeHue (1) mo-
JlydaeM ypaBHEHUE JIJII MOLIIHOCTU UCTOYHMKA:

p" = p + 25 1 divgy. ©6)
ot

3aMKHyTasl TIOBEPXHOCTH S pasrpaHUYMBacT JIBE
obOsiacTu: BHyTpeHHo0 D u BHewHow D, (puc. 1).
IIpu nocraHoBKe 3a1a4 HEOOXOIUMO OroBapvBaTh,
JUIST KaKOM M3 ABYX OoOJIacTeit TpedyeTcs NCKaTh pe-
1IeHue. B COOTBETCTBUY C 3TUM Pa3INYaIOT 8HYMPEH-
Hue 1 eHewHue 3agaun (ApceHuH, 1984). Bo3nukaer
BOIIPOC, KaK MOXHO BO BHEIlIHEH obnactu D, onpe-
JIeJIMTh MOIIHOCTh HCTOYHMKA, PACIOJOXEHHOIO
BO BHYTpeHHei obnactu D? [Ins obnactu D, ypaBHe-
Hue (6) mpeBpatutcsd B 0C/0t = —div(j), MOCKOJIBKY B
D, HET UICTOYHUKOB U CTOKOB, T.€. p* = p~ = (. OngHa-
KO MpHY MOCTaHOBKE TOJHOI MareMaTuyecKkoi 3aga-
yu (ypaBHEHME M TpaHUYHbIE YCJIOBUSI) MOTOK Ha
rpaHulie S okaxercs 3aBucsmM ot pt u p~. Cieno-
BaTeJIbHO, Y BO BHEIlIHEl 3a1aue Mbl Oy1eM UMETh 3a-
BUCUMOCTb MOJISI KOHLUEHTpALMU OT MOIIHOCTU UC-
TOYHUKOB, a 3TO 3HAYUT, YTO MOLIIHOCTb MOXHO Oy-
JIeT OMPEAETUTh MO0 MOJI0 KOHLIEHTPALIUA.

B wmemoMm, mo0oit 3KCIIEepUMEHTAJILHBIIA METO/I
ofpeneJeHus] UHTEHCUBHOCTU OOpa30BaHUSI KaKoO-
ro-1mbo BelllecTBa OCHOBAH Ha ypaBHeHUM (6) WK
HEMOCPEICTBEHHO Ha ypaBHeHUM (2), 13 KOToporo (6)
ObLT0 oydyeHo. ITpu 3ToM BKCcriepuMeHTaIbHO U3Me-
PSIIOTCSI BCe WIEHBI B ITPaBOii YacTU ypaBHeHUS (6) Win
9KCIIEPUMEHT CTaBUTCSI TAKUM O0Opa30M, YTOOBI HaM -
0oJiee CII0XKHO U3MepsieMble WISHbBI 3TOTO ypaBHEHUS
OKa3aJINCh PaBHbBI HYJIO, TOIIAa OCTAHETCST SKCITepH-
MEHTaJIbLHO U3MEPUTh JIUIIb OCTABLIMECS YICHBI.

PaccmorpuMm npumep. Ecim B3g9Th oOpa3selr He-
OOJILIIIOr0 00BEeMa, B KOTOPOM HaXOASITCS MUKPOOP-

MUKPOBHUOJIOTUA Ttom 90 Ne 1l 2021
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[Tone xkoHLIeHTpaLMii, (hopMUpyeMOe ITepeHOCOM
yepes rpaHully

IToTok uepes

Buewnss o6nacts (D)) rpaHuIly I'pannma
(ecnu oHa ( IOBepXHOCTB S)
MpOHUILIAEMA) .

[Tone koHUEHTpaLUA,
dhopMUpyeMoe UCTOUYHUKAMU

NS

G || CTOUHVIK Y sl

Buytpennsis o6aacts (D)

Puc. 1. Cxema B3aMMOJICICTBYSI OCHOBHBIX napaMeTpoB, UCITOJIb3YEMbBIX I KJ'IaCCI/I(l)I/IKaL[I/II/I METOOOB UBMEPEHMA IIPOAYK-

MU ME€TaHa.

raHU3Mbl — UICTOYHUKHU MeTaHa (3TO MOXET ObITh 00-
JIOTHasl TI0YBa, OCaJKH 03ep U T.I1.), U TIOMECTUTH €Tr0
B TePMETUYHO 3aKPBITHIN COCYI, B KOTOPOM CO3IMaHbBI
aHa’pOOHBIE YCIIOBUS, TO

1. p~ = 0 B cuily aHa3pOOHOCTH,

2. div(j) = 0 B cumy Masioro oobema (B JaHHOM CJTy-
yae “MajiocTh” oObeMa cocyaa OIpeaessieTcsl yCiao-

suewm div(j) < 9C/or).

HeobOxomnMo oTMETUTB, YTO aHa’pOOHOE OKMCIIe-
HUe MeTaHa KaK MPOoLIeCcC YCTAHOBJIEHO, XOTSI HU UMCTHIX
KyJIbTYp, HA OUOXMMUU TIpOliecca MOKa He M3y4eHO.
ITokazanHo, 9TO, KaK IIpaBUJIO, 1T AHAPOOHOTO OKMC-
JIeHUs] MeTaHa HYXHBI TaKMe aKIIEMTOPhl 3JEKTPO-
HOB Kak cynbdatsl (Boetius et al., 2000; Orphanet al.,
2001) unm uutpathl (Raghoebarsing et al., 2006), xo-
TS €CTh TaK>Ke YKa3aHUsI HAa OCYIIECTBICHUE TIPOLIeC-
ca obOpatHoro meraHoreHe3a (Moran et al., 2005).
Bxiam aHaspoOHOTro oKMCIIEHNUS B SMUCCHUIO MEeTaHa
B OoKeaHax oueHuBaeTcs B 6—20%. Jlis HazeMHBIX
9KOCHUCTEM, OLIEHKA HE TPOBOAMIACH, HO, TPEATIOJNIO-
KUTEJTbHO, BKJIAZ IIPECHBIX CUCTEM 3HAUUTEILHO HITKE.
C 0GOoJIBIIION BEPOSITHOCTBIO B OJIMTOTPO(HBIX 0OJIOTax
STOT MpoliecC MO0 HE3HAYUTENIeH, JIMOO BOOOIIE He
MPOUCXOIUT, XOTSI ObLI OTMEUEH IIJIsi OCaIaKOB 03ep
(Eller et al., 2005).

COOTBETCTBEHHO, Mbl MOXEM JOITYCTUTh OTKJIO-
HeHus p~ oT 0, ecau Mbl YYUTbIBaeM aHa’poOHOE
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OKHCJICHHE MEeTaHa JJIsI CUCTEeM, TI¢ OHO BIIOJIHE Be-
POSITHO, XOTSI 3TO OTKJIOHEHHUE OyAET CKOpee BCEro
odeHb HeBeauKo. Ho mi1s1 600T 1 32a00710YEHHBIX
TEPPUTOPUIA HBTHUM [OIYIICHUEM MOXHO TIIpEHE-
Opeub.

CrnenoBatenbHO, U3 (6) IpU AOIMYIIEHUN OTCYT-
CTBUSI WM TPEHEOPEKUMMO MaJIOr0 aHa’pOOHOTO
OKMCJIEHUSI MeTaHa Iojydaem: pt = BC/ ot, T.e. TIo
BO3pAaCTaHUIO KOHIICHTPAIIUM MeTaHa B COCYIe MOX-
HO HAIPSIMYIO CYIUTh O IMTOTEHLIMAILHON MTPOaYKIIUN
MeTaHa MUKpoopraHusMaMu. Takoil MeTOI IIPOKO
MMPUMEHSIETCS IUISI MCCIIEIOBaHMUSI MeTaHOTeHe3a B
pasIUYHBIX 00pa3liaX — BOMHBIX, TOYBEHHBIX U JIp.
(mogpobHee MaHHBIIA CIIOCOO OyIeT M3JI0KEH B pas3-
nene “OmnpenejieHHde ITOTCHIIMAIBbHONM IPOAYKIINHT
MeTaHa “MeTOdOM MHKyOauuu””).

Ha ocHoBanunu ypaBHeHUd (6) IIpeaiokeHa Kjiac-
cudukaisa HanboJjiee pacIpoCTpaHEHHBIX METOIOB
orpeesIeHUs MMPOAYKIIMU U SMUCCUU MeTaHa (TadJ. 1).
I1pu 3TOM OKa3bIBaIOTCS PeaM30BaHHBIMU HE BCE JIO-
ruyeckue Bo3aMoxHocTu. Harpumep, HaM He M3BeCcTeH
METO/I, KOTOPKI ObLI ObI OCHOBAH Ha pellIeHUN BHEIII-
Heii 3anaun mpu p~ = 0, 0C/dr # 0 u div(j) = 0. [eii-
CTBUTEJILHO, TIPEJICTABUTh ceOe TaKOil MEeTOI BeCbMa
npobaeMaTudHo. He sicHO, KakiiM 06pa3oM BO3MOXKHO
0o0ecIeunTh OTKIIIoYeHNe MeTaHoTpoduu (p~ = 0), Tipu
TOM, YTO KOHILIEHTpallMsI METaHa M3MEpSIETCSI B aTMO-
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Taommma 1. CpaBHCHI/Ie Pa3JINYHbIX METOIOB U3MEPCHUA SMUCCUU U ITPOAYKIINM B paMKax K)'[aCCI/I(I)I/IKa]_[I/II/I, OCHOBaH-

HOIT Ha (hyHIaMeHTaIbHOM YpaBHEHUHU MepeHoca

Ynens! ypaBHeHUS (5)
MeTton 3anaua*
P~ aC/ot div(j)

OmpeneneHre NOTeHIMAIbHONI MIPOXYKIIUY “in vitro” 0 #( 0 BayTpenHsisa
[Monesast MoguduKaLus MOCI0NHO-0aTaHCOBOTO 0 =0 #0 BHyTpeHHs1s1
metona (DSC-technique)

ITouBeHHO-TpaAMEeHTHBIA METO, 0 vm #=0** 0 #( BHyTpeHHsIsT
CraTuueckuii KaMepHBI METO/I #( #( 0 Buemnsis
JlvHaMu4yecKuii KaMepHbBIIA METOL, =0 0 0 Buenrasisa
CraTuyecKMii KaMepHBIM METOJI C THTMONPOBaHUEM 0 #0 0 BHeuHss
JvHaMu4YecKUii KaMepHbIIA METO C MHTMOMPOBaHUEM 0 0 0 BuemHsisa
I'pagueHTHBIN METO #0 0 #0 Buenrssisa
MeTton TypOyJIEHTHBIX ITyJIbCcallni #() #0 #0 BHemHss1

* 3/1ech BO BCEX CIIydasx ypaBHeHUe BHeIIHel 3agaun: 0C / ot = —div(j), p~ BXOAWT B HIXKHEE TPAHUIHOE YCIIOBUE.

** B 3aBUCMMOCTHM OT KOHKPETHOI peajnm3aliiy y pa3HbIX aBTOpoB — cp. (Alm et al., 1999; IlubipeB, 2016; I'maroseB u CaGpeKkos,

2016).

cdepe (TTOCKOJIBKY 3a/adya — BHEIHSIS), CeA0oBaTe/b-
HO, peYb UIET O TOCTATOYHO GOJIBIIION ITIPOCTPAHCTBEH-
HOI1 obnacTtu, B Kotopoii div(j) # 0?

Takum o6Gpa3oM, MIpeaaoXeHHast KiacChduKa-
1sI, OCHOBaHHAs Ha ydyeTe pyHIaMeHTaJIbHBIX (pu-
3UYECKMX OCHOB M MAaTEMaTUUYECKUX CXeM 00pabOTKU
JaHHBIX JIJIs KaXKI0ro MeToIa U3MEPEHUI, MO3BOJIs -
€T, BO-IIEPBLIX, OLIEHUTh BO3MOXKHOCTb pa3padoTKu
TOTO WJIM MHOTO METOa; BO-BTOPLIX, (IIpY HAJIMYUU
TaKOi BO3MOXXHOCTH) OYEPTUTh MACIITAOHBI €ro MpU-
MEHUMOCTH; U, B-TPETbUX, OLIEHUTh CBOMCTBEHHBIE
€My INPUHUUITNAJIbHBIE OTPaHUYCHUS.

OITPEAEJTEHMUE IMPOAYKIIMN METAHA

Onpedenernue npodykuyuu memana
8 1a60paAMoOPHLIX YCA0BUSX

OmnpeneneHne MOTEHIHAILHOH NMPOIYKIMM METaHA
“MeToa0M WHKYOaumum”. MeTom MHKYyOalyu, OCHO-
BaHHbLI Ha M3MEPEHUU CKOPOCTM MeTaHOreHe3a B
IMOYBEHHBIX 00pa3liax, IOMEIIEHHBIX B TEpPMETUYHEIC
€MKOCTH I THKYOUPYEMBIX TTPpH OITpeIeIICHHOI TeMITe-
patype B T€YEHME OIPENCICHHOIO BPEMEHM, XOPOIIO
W3BECTEH M IIMPOKO MCIIONL3yeTcsl. OpIoB U COAaBT.
(1987) ucnonb3oBajiM IJIs 3TOr0 METOAAa Ha3BaHMSI
“UMUTALIMOHHBIA MOAEIBbHBIN SKCIIEPUMEHT” U “Me-
TOA UMMUTALIMKI”’, HO B JaJbHEMIIIEM 3Ta TEPMUHOJIOTHS
OTOIIIa K 00JIaCTU BBIYMCIIUTEIHLHBIX SKCIIEPUMEHTOB
(pacyeToB O MaTeMaTUYESCKUM MOAEJISIM), U IIPU DKC-
MEPUMEHTAJILHOM OIIPEeACICHUN IIPOAYKIIMYA METaHa
OHa He TIpuMecHsgeTcs. TepMuH “IIOTeHIIMaNbHAas”
MPOAYKIIMSI METaHa MCIIOIb3YeTCs MCXOOS M3 Mpel-
MOJIOXEHMsI, YTO YCJIOBUSI B COCyIe, CoAepKallleM
MOYBEHHLII 00pa3ell, OTJIMYAIOTCS OT YCJIOBUIA in Sifu.

Jas1 1abopaTOpHBIX WHKYOALIMOHHBIX 3KCIIEPU-
MEHTOB TOYBEHHbIE OOpa3iibl MCIOJb3YIOT B BUIE

MUMKPOKOCMOB WJIM CyclieH3uii. B mocieaHemM ciydae
MIPOMCXOIUT TOMOTCHM3AIIMS 00pa3la IOoCcIe YIaICHUS
M3 HEro KPYITHBIX YacTel pacTUTEJIPHOTO MaTepuaia.
BaxkHbIM KpUTepreM NpH MOATOTOBKE 00Opa3loB SIBJIsI-
€TCsl COOTHOIIIEHME TBEPAOIl U XXUIKOM (pa3bl, KOTOPOE
JIOJDKHO OBITH MaKCUMAJIBHO OJTM3KO K COOTHOIIICHHIO
in situ (Chin, Conrad, 1995; Kotsyurbenko, Glagolev,
2015). Ilepen HayajJloM OCHOBHOTIO 3KCIEepUMEHTa
OOBIYHO TIPOBOAAT ITPEOBIHKYOAIINIO, 1IeJbI0 KOTO-
poil SABAsSIETCS JOCTUXKEHUE TMOCTOSIHHOM CKOPOCTU
MeTaHOTeHe3a.

it oripeneneHus ITOTeHIIMAaIa OTASIbHOM TPYIIIbI
METAHOTEHOB B 00pa3lbl BHOCSIT pa3IMYHEIE cybcTpa-
Thl METaHOTEHe3a, Hanpumep, auerar, H, + CO,, me-
TUIMpoBaHHble C,-COEAMHEHUSI, U aHATU3ZUPYIOT
MPUPOCT KOHLIEHTPAIIM MeTaHa B ra30Boii hase mpu
MHKYOAIlMM C MCIOJbh30BAHMEM KOHKPETHOTO CyO-
cTpara.

ITpu uzyyeHUM BKJIaa KaKOro-ando KOHKPEeTHO-
ro MeTaboJIMYEeCKOro IIyTM MeTaHOreHe3a (Kak mpa-
BUJIO, BOJIOPOI-3aBUCHMMOIO WJIM alleTOKJIACTHUYe-
CKOro MeTaHOreHe3a) B OOIIyIO IIPOAYKIIUIO METaHa
HWCHOJB3YIOT PaglOaKTUBHO MEYEHEBIE CYOCTpaThl
(NaH'CO;, Na-[2-'*C] auerar), KoTOpble 100aBJIsI-
IOT B MUKPOKOJIMYECTBAX B oOpasel, MHKYyOMpPYIOT
€ro B TCYEHME HECKOJIBKMX YaCOB B YCIIOBUSX in Sifu,
GUKCUPYIOT U Jajiee OMpenessiioT KOHILEHTpaIUio
pamrMoakKTMBHO MeYeHOTo MeTaHa. B mpoiecce kmu3-
HeIesTeIbHOCTU MeTaHoreHoB “C u3 cybcrpara Iie-
pexoaut B iponykt “C-CH,. PannoakTuBHbI MeTaH
u CO, IETEKTUPYIOTCS C MTOMOIIIBIO CUeTUMKA PAAO-
aKTUBHOCTH, OCJIE Yero BKJIAI OIIPEASICHHOTO ITyTU
MeTaHoreHe3a (f) MOXXHO OIpenesIMTh U3 TaHHBIX 110
o0IIeil TMHAMMUKE CyOCTPaTOB M IIPOAYKTOB MPOLEC-
ca 00pa3oBaHUS Me€TaHa M U3 TMHAMMKY UX paaroaK-
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TUBHOI1 cocTapistionieii. Harmpumep, BKiTam Bomopom-
3aBUCUMOTO MeTaHoreHe3a (f}; ) B 0011mii MeTaHOTeHe3
BBIYMCIISIETCS TIOCPEICTBOM PACUETOB YIEIbHBIX CKO-
pocreii o6pazoanus CH, (SRcy,) m CO, (SR¢))
(Conrad et al., 1989; Conrad, Klose, 1999):

sz = S‘Rcm/SRco2 > @)

* *
rne SRcy, = Cey, / Ccn, » @ SR¢o, = Cco, /CCO2 (co-
OTHOIIIEHWE KOHIEHTpAalMii paguoaKTUBHEIX (*) U
HepamrmoaKTUBHBIX BEIIECTB).

MeToI pagroaKTUBHO MEUEHBIX CyOCTpPaTOB JIacT
BO3MOXXHOCTb TOYHO OIIPEIEIUTD, B KAKME IIPOIYKThI
npeBpalaeTcs BBOIMMBIN B oOpa3selr cyocrpar. Omn-
HAKO €CJIM B CUCTEMe IIPOMCXOISIT KOHKYPEHTHEIC
MUKPOOHEBIE IMPOLIECCHI, HAIlpuMep, aBTOTpodHAas
cynbdaTpeIyKIIMsI WM CHUHTPO(HOE pa3IoKeHUe
aleraTa, TO KOHEUHbBIH pe3yJibTaT OyaeT UMETh I10-
rpemHocTb. Kpome Toro, naboparopusi, B KOTOPOM
MIPOBOMASITCS PaOOTHI C U30TOIIAMM, JTOJDKHA OTBEYATh
BCEM HEOOXOOWMBIM TpeOOBaHUSIM TEXHUKMU Oe3-
OMNACHOCTH, YTOOBI MCKIIIOUUTH JIF000E PaIrOaKTUB-
HOE 3apaXkeHHUe.

B xauecTBe aabTepHATMBHOTO METOIA OIIpeacie-
HUS BKJIaJa pa3jIndHBIX ITyTeil MeTaHoreHe3a B 00-
myto npoaykuuio CH, ncnonb3ytot cneuuduieckue
UHTMOUTOPbl. OCHOBHOE pacIpoCTpaHEHUE TTOTyIr-
JI1 MHTAOUTOPHI o61Iero (6pomaTaHCynbGOHAT U
xjopodopM) M aleTokiaacTudeckoro (dropaierar,
¢dbTOpMETUII, XJTIOPMETUJT) MeTaHOTeHe3a, MPUHIIUI
JIeMCTBUSI KOTOPBIX OCHOBAH Ha KOHKYPEHTHOM HH-
TMOMPOBAHNM KITIOYEBBIX (pepMEHTOB MeTaHOTEeHEe3a.

ITpu no6aBIeHUM UHTUOUTOPOB B OOpa3ell MPOUC-
XOIUT MOJABJIEHUE JTMOO OOIIIeTo, MO0 alleTOKIACTU-
YEeCKOro METaHOreHe3a, YTO MPUBOIUT K AUCOAIAHCY
TpopHUIECKOI e aHa’pOOHOro COOOIEeCTBA U Ha-
KOIUIEHUE B Cpelie MTPOMEXYTOUHBIX TTPOAYKTOB Me-
Taboam3Ma. s Kaxkgoro M3 TaKux IMPOAYKTOB M3-
BECTHO YpaBHEHME €ro pas3jIoKeHMsI C 00pa3oBaHUEM
JIN6O CyOCTPaTOB METAHOTEHOB, JIMOO HEITOCPENCTBEH -
Ho Mosekysibl CH,. Ha ocHOBe Takux ypaBHEHUI CO-
CTaBJISIETCS YIVIEPOAHBIN OajlaHC 0 MOTEHIIUAIbHO-
My 00Opa30BaHMIO alleTaTa U MeTaHa U3 BCex Mpome-
JKYTOUHBIX MPOAYKTOB, IIOCJIE YEro BBIYUCIISIETCS
BKJIaJl alleTOKJIACTUYECKOTO MeTaHOTeHe3a B OO
MmeTtaHoreHes (Conrad, Klose, 2000).

MeToa MHI'MOUTOPOB JOCTATOYHO MPOCT U MOXKET
OBITh MPOBEACH MOCPEACTBOM OOBIYHON MHKYOALIUU
00pas3noB ¢ MOCISOYIOIINM M3MepeHNEM HaKOIWB-
mumxcsl npoaykToB. HemoctaTkoM MeTona SIBIISIETCS
TOYHOCTh PEe3yJIbTAaTOB, KOTOpasi 3aBUCUT OT OIpee-
JICHHBIX JOITyIIIeHMiA. TaK ke KaK ! B METO/Ie N30TOITOB
MOTPEITHOCTH MOTYT BO3HMKHYTb ITPU TIPOXOXKICHUH B
CHCTeEME KOHKYPEHTHBIX MUKPOOHBIX IPOLECCOB, KO-

TOpBIE HE YUMUTHIBAIOTCS TTPU BHIYNCIICHUSX.
Eumie omHuM MeTomoM IJisl OLIEHKU CKOpOCTeit
pa3IMYHBIX ITyTEil MeTaHOIeHe3a SIBJISIETCSI METOM, B
OCHOBE KOTOPOTO JICXKUT SIBJICHNE (ppaKIIMOHUPOBa-
MHUKPOBMOJIOTUA Ne 1
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HMS CTaOWIBHBIX U30TOMOB yriaepoaa PC u 2C. B 06-
nieM Buze GakTop GpaKLMOHUPOBAHUS O [UIS peaK-
nuu A — B onpenensieTcs Kak:

opp =07Cy + 1000)/(25‘3(:B +1000), (8)

rae 6°C — BeJIMYMHA COOTHOLIEHUS CTAOWJIBHBIX
U30TONOB B oOpasue (B mpomuiie, %o). dakrtop
GpakIMOHMPOBAHUS () Jajiee UCIIOIb3yEeTCS B ypaB-
HEHUSX i1 BBIYMCIIEHUSI COOTHOIIEHUS BKJIANOB
Pa3IUYHBIX MYyTEil MeTaHOTEeHEe3a B OOIIYI0 TTPOAYK-
uuto CH, (Conrad, 2005).

Tem He MeHee, BeauunHa 0°C-CH,, onpenensio-
111251 COOTHOIIIEHNE CTAOMILHBIX U30TOIOB B MOJIEKY-
JIe Me€TaHa TakKKe SIBSIETCS BaxKHBIM MHINKATOPOM
npeobaagaHns pa3IMIHbIX ITyTel 00pa3oBaHMs MeTaHa
B cUCTeMe, MpUYeM KakK OMOTeHHBIX, TAK U aOHMOTeH-
HbIX. MuKpoOHOe oOpa3oBaHuE MeTaHa MAET IIpe-
MMYILIECTBEHHO 110 alleTOKJIACTUYECKOMY ITyTU, €CJII
BesimunHa 8*C-CH, umeer sHaueHue —60 (%o) 1 BbI-
1€, Torma Kak BOIOPOJI-3aBUCUMbBIA METaHOTCHEe3
npeo6nanaet npu 3HadyeHUsIX —70 (%o) 1 Huke. una-
na3oH 3HaueHUit —60...—70 oTHOCUTCS K CMellaH-
HOI1 001aCTH, B KOTOPOI1 00a ITyTH MeTaHOTeHe3a MO-
TYT IIpeo0bjagaTh WJIM MMETh CXOOHBIN BKJIad B 00-
it meraHorenes (Whiticar, 1999).

JaHHbBIiT METOI TPUMEHSIETCS TIPU MCCIIEIOBAHUM
MeTaHOIeHe3a pa3IMYHbIX Ha3eMHbBIX 9KOCHUCTEM, Ta-
Kux Kak 6onora (Galand et al., 2010) 1 JOHHBIE OTJIOXKE-
Hus o3ep (Conrad et al., 2020). OcHOBHOE IpeuMyIle-
CTBO METO/Ia — BO3MOXKHOCTb IMOJTy4eHUsI UHPOpMaLIUr
B OTHOIIICHH OYeHb pPa3HOOOPa3HBIX ITyTel 00pa3oBa-
HUs MeTaHa. OgHaKO TOYHOCTh METOIa He BCerna na-
€T BO3MOXHOCTb YBEPEHHO JieJIaTh BbIBOAbI O BKJIaje
KOHKPETHOTO ITyTH MeTaHOTeHe3a.

JlocToBepHyo WHGpOPMAINIO O COOTHOIICHUM
pasnuuHbIX MyTeil oopazoBanusi CH, B uccinenyemoi
CUCTEME U OLIEHKE UX CKOPOCTEil MOXHO ITOJy4YUTh
IIPY OTHOBPEMEHHOM MPUMEHEHUN HECKOJIBKUX BbI-
IIIEOITMCAaHHBIX METOAOB KaK B3aMMOJOITOJIHSIIOINX.
K coxaneHuro, METOOMKA MOCTAHOBKU MOJEIbHBIX
DKCIEPUMEHTOB “MEeTOIOM MHKYOAIIu1~ MCKII0YaeT
BO3MOXHOCTb U3Y4YEHUSI IPOCTPAHCTBEHHOM COCTaB-
JISIONIEH Mpoliecca 00pa30BaHUSI Ta30B, TOrAA KakK OH
MPOTEKAET He MPOCTO B OYBEHHOI Macce, a B TT0U-
BEHHOM Mpoduie. XapaKTepu3ysch HU3KUM KO3(p-
GULIMEHTOM MOA00MS MO0 OTHOILIEHUIO K IIPUPOTHOIT
00CTaHOBKE, HACTOSIIIUIT METOI MOXKET paccMaTpu-
BaThCsl JIMIIb KaK BCIIOMOTaTeJbHBIN MPU UCCIIEI0-
BaHUM PyHKLUU To4B (OpsioB 1 coasT., 1987).

“IIocnoiiHo-0aJaHCoBbIii MeTOn” (B ME30KOCMAX).
B mocrnoiiHo-6anmancoBoM MeTone Mpoduib MOYBBI
paccMmaTpuBaeTcsl Kak cuctema 1uddy3noHHO-CBSI-
3aHHBIX cJ1oeB. [IpyHMMaeTcs, 4YTO CKOPOCTh U3Me-
HEHMST KOHIIEHTPAIlUK Ta3a B i-OM CJI0€ CKJIaabIBaeT-
Csl U3 CKOPOCTH €ro MpoAyKIuu B 3ToM ciioe (V) u
cKopocTeil mndEOY3nOHHOrO 0OMEHa C COCETHUMU
(BBILLIEIEKAIIMM M HMXKeJIeXamuM) ciaosMmu. Pac-



10 I'TATOJIEB u ap.

YCTHaA CI)OpMy.T[a METOAA MOXECT OBITH 3ammcaHa B
BUIC:

V,= mS =i G +
¢+C =05¢ +Ciy + ¢ + Ci)

rne C;_,, C;, C; , | — KOHLIEHTpallUU raza B COOTBET-
CTBYIOILLIMX CJIOSIX B HEKOTOPbIii MOMEHT BPEMEHU #;
Ci _ 1, Cj» C; + | — KOHIIEHTpAIIMU Ta3a B COOTBETCTBYIO-
LIMX CJIOSX B MOMEHT BpeMeHU ¢ + Af; D, — koabdu-
mueHT nudy3uu rasa; 4 — MOITHOCTb ci1ost (MuHB-
KO U coaBT., 1987; OpJioB u coaBT., 1987); m — mopu-
crocTb. HeobxoguMo OTMETUTb, YTO aBTOPHI
MeTo/1a MOPUCTOCTh BOOOIIIE HE BBOAWJIU, KaK Obl 10-
Mmyckasi, 4To Bcerma m = 1, a 3T0 HenmpueMJieMo ISt
MOIaBJIsIONIero OOJNbIIMHCTBA To4YB. Kpome ToroO,
dopmyna (9) naxe ¢ ydeToM m MOXKET UCTIOJIb30BaTh-
CcI TONBKO B TOM cJily4yae, Korma Ko3(GUIIMEeHTHI
muddy3ud B COCEIHMX CJIOSIX HE  CWJIBHO
pasnuyaroTcs.

BOrta popmyia, pakKTUIECKH, IPEICTABISIET COOOM
oOpaitenue cxembl Kpanka—HwukoscoH pelieHus
ypaBHeHUus1 auddysun. C gJaHHON CXeMOl MOXKHO
O3HAKOMMUTBCSI B JINTEPAType 110 YUCICHHBIM METO-
mam (Harpumep, Baszos, @opcaiit, 1963; Camap-
ckuit, 1983; Shih, 1984). OyeBUIHO, YTO C MAaTEeMaTH~
YeCKOM TOUYKU 3PEHUSI CYyTh NPEIIOXKEHHOTO METOAA
COCTOUT B CJICAYIOLIEM:

1. ABu:xeHMe ra3a B mpoduie MOoUYBbl ONMUCHIBACT-
¢ ypaBHeHMEeM UM dy3un — OHO MIPUBEICHO HILKE
npu u3noxenuu pador I'maronesa (Glagolev, 1998) u
ITanukoBa u coaBT. (Panikov et al., 2001) u o603Ha-
yeHo (12).

2. [TpoBOaAUTCSI KOHEYHO-PA3HOCTHAS allIPOKCH-
Malus 3Toro ypaBHeHus no cxeme Kpanka—Hukosn-
COH (B MPEAIOI0KEHUU MOCTOSTHCTBA KO3 pULImeH-
Ta ¢ Py3Ur BO BCEIi TOJIIE ITOYBHI).

3. JlanHasg cxeMma obparraeTcs, T.€. pacCCUIMUTHIBa-
eTcsl He KOHIICHTpAaIus Tas3a, a, HallpOTUB, MO M3-
BECTHBIM KOHIICHTpAIUsIM Ta3a B COCEIHMUX CIOSIX
BBIYUCIISIETCSI CKOPOCTh Tiponykimu (V) B Kaxmom
cJoe.

B cratbe OpnoBa u coasr. (1987) nmpuBeneHsbI Tak-
>K€ OCOOEHHOCTHM TMPaKTUYECKON peayin3allui 3TOro
MeTtoda (TUI W PacIojoXeHHEe IMPoOOOTOOPHUKOB,
KWCXOHAasl KOHIIEHTpalu1s cyocTpaTa 1 T.4.).

OrpaHndeHueM I TIPUMEHEHUS TTOCITOHO-0a-
JIJAHCOBOTO METO/Ia SIBJISIETCSI MTHTEHCUBHBIN METaHO-
reHes3, IIpUu KOTOpoM AUMDY3MOHHBIM MEXaHU3M He
OyzneT ycreBaTh OTBOIMTHL MeTaH. B aToM ciygae Bo3-
HUKHET ITy3bIPbKOBBIIi (KOHBEKTHUBHBIN) MepeHOC
raza, Kotopblii copmyna (9) He yuutbiBaeT. Eciu
paccMaTpuBaTh “IIOCIIOHO-0AIaHCOBBIM MeTOon” C
y4eTOM He TOJIbKO AU PY3MOHHOTO, HO U KOHBEK-
TUBHOTO MEPEHOCA, TO OTPAHUYEHUIA Ha €ro IIpUMe-
HUMOCTb HET.

Onpedenerue npodykuyuu memana
8 NO01eBbIX YCA0BUSIX

ITouBeHHO-TpamHeHTHDBIE MeTOIbI. CYIIIECTBYET HE-
CKOJIbKO MOIUMUKALUN MOYBEHHO-IPATUCHTHBIX
METOIOB, Pa3INYAIONINXCS KaK TEXHUIECKUMU TeTa-
JIIMM, TaK U MaTeMaTUIECKUMU pacuyeTaMu. 31mech
MBI pacCMOTPUM 0a30BbIi1 BapUaHT MeTOAa, ONMCAaH-
HBII, B YaCTHOCTH, B CTaThe AjMa 1 coaBT. (Alm et al.,
1999). Ero npuHIMNI OCHOBaH Ha ypaBHeHUH (5), TOU-
Hee TroBopsl, Ha ero uHTterpaiabHoit copme (3). Ilpu
5TOM JIEJIAIOTCS CIICMYIONINE JOMYIIeHUS: BO-TICPBBIX,
ypaBHEHUE TIPUMEHSIETCS K OTTMCAHUIO CTAITMOHAPHOTO
poduiIss KOHUEHTpaLuii (T.€. BC/ dot = 0) 1, BO-BTO-
pBIX, TIpEAIiojlaraeTcs ra3o00MeH TOJbKO 3a CyeT
nuddysun, onruceiBaeMoit 3aKkoHoM Puka (0ObIYHO
B TIOYBEHHOM Ta3omMHAMUKE IPUHUMAETCS, YTO
OCb 7 HampaBJieHa BIJyOb IOYBBI, HO ITOJIOKUTEb-
HBbIM CUMUTAETCSl MOTOK, UYLV B MPOTUBOIIOJOX-
HOM HampaBJIcHUHN ):

j=0%
0z

rae j (Mr - M2 - u~!) — ynenbHbIA IOTOK MeTaHa U3
rmouBeHHoro cyost; D (M2 - u~!) — koadpduumreHT nud-
dy3uu B mopucToit cpeae (hopmyasl 1 pacdyera D
cM. B Alm et al., 1999). IIpoaykiiust u rorpediieHue
MeTaHa B IIPOCTeHIIIeM BapiaHTe MeToIa He pa3aesi-
eTcsl, T.e. OTOT METOJ TpeaHa3HAYEH ISl orpenesie-
HUs He COOCTBEHHO MPOIYKIVH, a SMHuccur. OmHAKO
B OMNpeneSIeHHBIX YCIOBUSIX 3TUM METOIOM MOXKHO
OTpEeNeIUTh BEJIUUYMHY CyMMapHON NPOMYKIIUM BO
BceM npoduiie. Hampumep, npu mogaBieHUU MeTa-
HOTpOGUH eCTeCTBEHHBIM 00pa30M (3a CYET BBICOKO-
IO YPOBHS BONIbI) WJIM C TIOMOIIBIO MCKYCCTBEHHBIX
WHTUOUTOPOB (alleTUJieHa, 3TUJIeHA, 3TaHa U psiaa
IPYTUX, IIPU 3TOM HEOOXOMIMMO YUUTHIBATh, YTO 3TH
COEIMHEHMs B OMpeneIeHHBIX KOHIIEHTPAIUSIX MH-
rUOMPYIOT U MeTaHoreHe3 Toxe, cM. Chan and Par-
kin, 2000), a Takxe, eciy NOTpeOJIeHIE MeTaHa U3-
MEPEeHO OTIEIBHO B CTIEIIMATBHBIX DKCIIEPUMEHTAX.

(10)

Ha nipakTuke njist onpeaeeHUst IpOAyKIIMKU Bbl-
LLIEOTNMCAHHBIM METOJIOM MCIIOJIb3YEeTCSl  CIIemytolast
MPOLIEAYPA: U3 TOJILLIM ITOYBBI MJIM CHETA C IIOCTOSTHHBIM
maroMm (h) 10 DIyOMHE OepyTcsl MpoOBI Tasza, 3aTeM
orpenesIsieTcsl ero KoHieHTpaius. B aTom ciydae dop-
myna (10) moxeT OBITh 3amrcaHa CASIyIOIM 00pa3oM
(ecnmu MPUOIMKEHHO AaIllpOKCMMMPOBaTh 3HAYEHUE

ac,/az Mpy oMol 3HaueHuit C Ha IBYX IIyOMHax):
J=mD, (C; - Cifl)/hs (11)

rne C; — KOHIIEHTpallisl MeTaHa Ha COOTBETCTBYIO-
1LIei TIyOuHe, m — MIOPUCTOCTb alspaiuu, Dy, — Koap-
dunmeHT nuddy3um MetaHa B Bo3ayxe. KoHeuHo, cy-
IIECTBYIOT (hOPMYJIbI, arrpoKcumupytolie dC; / dz o
3HaueHUsiM C Ha TpeX, YeTbIpeX M OOJIbIIEeM YMCIe
rryonH (bepesun, 2Kunkos, 1966; INantenees, Kym-
psiBuieBa, 2017).
MHUKPOBMOJIOTUA Ne 1
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Henoctatki mNOYBEHHO-TPaAUEHTHOTO METOHA
CJIeYIOT U3 JIeXAIlUX B €ro OCHOBE JonylieHuii. Ec-
1 poWIb KOHLEHTpALIMii He SIBJSIETCS CTalllo-
HapHBIM WJIM €CJIA MepeHOC MeTaHa MPOUCXOIUT He
TONBKO IU(P(Y3MOHHBIM IIYTEM, TO B METOIE OyIeT
BO3HUKATh CYIIECTBEHHAs MOrpenrHoctb. Hampu-
Mep, AitbM 1 coaBT. (Alm et al., 1999) oTmeuanu, 4To
B UX M3MEPEHUSIX pa3HUIA MEXAY pe3ybTaTaMu Ka-
MEPHOTO METOAA U IIOUBEHHO-TPAJUEHTHOTO COCTaB-
Js1a ot 28 10 43%. OHY cUMTAalIU, YTO KaMepPHBI Me-
TOH maeT OoJjiee pealTucTUIHBIC pe3ynbraThl. CTporo
rOBOpS, TOYBEHHO-TPAAEHTHBIE METOIBI OTHOCITCS
K XOpOIIIO U3BECTHLIM B MaTeMaTHKE aJrOPUTMaM,
MpUHAIJIEXKaIIUM K TaK Ha3bIBa€MbIM “MeTofaM oOpa-
IIeHUS”: MO0 OOpallleHUsT PellIeHUs IPSIMOIL 3amadn,
6o obpalleHUsT MaTeMaTUIECKON MOAENI B 3aBUCH-
MOCTH OT KOHKPETHOI pealn3alvy ITOYBEHHO-TpaIu-
E€HTHOro Metona. Meronbl oGpallleHUs ONMKMCAHBI, Ha-
npuMep, B kaure Manesuroro u Jlymmenko (1990),
IlIe CIpaBeIINBO OTMEYAEeTCs, UTO HaJU4ue B HUX
onepauuu nudhepeHIUPOBAHNS ABISIETCS MPUIH-
HOI CYIIIECTBEHHBIX OIIMOOK U HEYCTOMYUBOCTHU, U,
cJieoBaTeIbHO, HEKOPPEKTHOCTH pelieHus. YTo Ka-
caeTcsl aJlfOPUTMOB pacuera MPOAYKLMU (M DMUC-
CHM) MeTaHa, OTHOCSIINXCS K KJIacCy “MeTomoB 00-
palleHUs pelIeHns MPsIMOoii 3aJa9n’”, TO X BO3MOXK-
Hasl HEKOPPEKTHOCTh JETAIbHO paccCMaTpPUBAETCS B
cratbe ['maronesa u Cabpexkona (2016) Ha mpumepe
OLICHKY TTOTPELIHOCTH 1S CIy4aeB, TIe HEe YIUThIBA-
eTCs 3aBUCUMOCTh KoaddulmeHTta auddysum or
[IyOMHBI U pacIipelesieHus] MeTaHOTpo(hOB 1 MeTa-
HOTEHOB ITO TJIyOMHE.

ITonesass MomubuKanus IOCI0INHO-0ATAHCOBOTO
meroaa (“deep soil chamber technique”). JlaHHBIIT Me-
TOJ, pa3paboTaH IJis1 6OJIOTHBIX ITOYB B TAKUX YCIIOBU-
SIX METaHOTeHe3a, KOIa OTCYTCTBYET ITy3bIPbKOBBIIA
MexaHu3M TpaHcropra rasza (Glagolev, 1998; Panikov
et al., 2001). ITy3plppku He OymyT oOpa30BBIBAaTHCH,
HampuMep, MpU HU3KUX (IMMOJOXUTEIbHBIX) TeMIIe-
parypax, oOecIleuMBalIOlIUX OOJBIIYIO PaCTBOPHU-
MOCTbh MeTaHa; TaKKe OHU He 00pa3yloTcs mpu 6osee
BBICOKMX TeMIlepaTypax, HO OTHOCUTEJIbHO CJIaboM
MeTaHoreHese. [IpyHIMIT MeTOIa OCHOBAH Ha ypaB-
HeHnu (5) B MoauduKanuyd IJjisd i-TO IIOYBEHHOTO
CJIOSI 1 HECKOJIBKMX BO3MOXHBIX MEXaHU3MOB TPaHC-
MopTa rasa B TOJIIIe Topda:

Ko = V= F-D,

TIe cjlaraeMble MPeaCTaBIsIIOT CO00i CKOPOCTH, CO-
OTBETCTBEHHO, M3MeHeHUsI KOHLIeHTpaluu (dC; / or),

(12)

OPOAYKLIU ( I ), HoTpebIeHUS ( Di ) , @ TAK>Ke BBIHO-
ca MetaHa pactreHusmu (V;), nudbdysueit (D,) u ny-
3pipbkamu (F;) (Glagolev, 1998; Panikov et al., 2001).

Brimie yxke 0110 cKa3aHO, YTO paccMaTprUBaeMBbIii
METOJ IPUMEHSIETCSI TOJIBKO B T€X YCJIOBHSIX, KOTIa
ITy3bIPEKOBOTO TepeHOCca HET, TTO3TOMY arpropu £, =0.
Bonee Toro, mocie cpe3aHust paCTEHU U yCTAHOBKU
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CIIeUMAJIbHOM HU3KOM (BPOBEHH C YPOBHEM BOIbI)
kamepsl, V; = (0. HakoHel, pacCTBOPEHHBII KUCITOPOL
OBICTPO MOTPEOIISIETCS, TIOCKOJIBKY €ro MOCTYILIeHUE
13 aTMOCdephl OJIOKUPOBAaHO KaMepoii, B pe3yJibTaTe
Yero ad’poOHOe OKMCJICHUE MeTaHa MeTaHOoTpodaMu

npekpaiaercst (ciaegoBareiabHo, p; = 0). ABTOpHI
JIOMYCKAlOT, UTO B CUCTEME HET aHa3POOHOIo OKMUC-
JIeHusl MeTaHa (WU OHO TakK Majo, YTO UM MOKHO
npeHeOpeysb). OnuceiBaeMbIii MeTon ObUT pa3pado-
TaH elle J0 TOro, Kak CTajlo U3BECTHO O BaXKHOCTHU
aHad’pOOHOI0 OKUCJICHUST METaHA B Pa3IMYHBIX 9KOCU-
cremax. Ceifuac aHa3pOOHBIX METAHOTPOMOB NETEKTU-
DYIOT TTIOBCEMECTHO, I B COBPEMEHHOI1 JIUTEpaType 3TO-
My TIpolieccy yaensiercss MHoro BHUMaHusl. Ecnu ke
aHa’pOOHBIM METAaHOKHWCJIEHWEM MpeHeOpeub HeJb3sd,
TO JaHHBIM METOJIOM OyJIeT onpeesieHa He COOCTBEHHO
MPOAYKIIMS, a PA3HOCTh MEXITY Hel U MHTEHCUBHO-
CTbIO aHa3poOHoro okuciaeHus CH,.

HMrak, ypaBHeHue ympomaercss (Panikov et al.,
2001):
%~ pr -, (13)
ot
Ortciona o4eBUNHO, uTO 1o C; aBTOPhl MOHUMAIOT
KOHILIEHTPALIMIO MeTaHa, BbIPaXXEHHYIO B eAWHMLIAX
Macchl Ha emHUILy oobeMa Topda. I[TocKoabpKy KOH-
LIEHTpalusl omnpenesseTcsl B eIMHUIAX Macchl Ha
eIUHUILY 00ObeMa MOYBEHHOM BOMIbI WJIU BO3IyXa, TO
JIEBYIO YaCTh YPaBHEHMUSI CJIEAYyET TOMHOXUTh Ha MO-
PUCTOCTH (), 4TO OYAET yYTEHO B JaJIbHEHAIIIEM.

B cootrBercTtBUM ¢ ypaBHeHUeM (13), cKopocTb

nponykuuu CH, ( a ) MOXET ObITh BbIYMCIIEHA IJIsI
KaXJIOro i-TO MOYBEHHOIO CJIOS IO 3KCIEepUMEH-
TaJILHO ITOJIyYeHHBIM BeJIMYMHAM HAKOIUICHUS B HEM
pPacTBOPEHHOI'0 METaHa ¢ y4eToM AUMPY3UU MEXIY
cocequuMmu ciaosimMu (Panikov et al., 2001). duddy-
311 MOXKET OBITh OIMCaHa Ha OCHOBe 3akKoHa Duka.
Oopamenue ypaBHeHus (13) mmokas3pIBaeT, 4TO CKO-

pPOCTb TIPOAYKIINU ( A ) SBIIsieTCs (byHKIMEH 1-0i1 u
2-0if TIPOM3BOMHBLIX KOHIICHTpAIlMM METaHa, COOT-
BETCTBEHHO, 110 BpeMEHU U TTTyOUHE:

2

p= mﬁ + Da—g".

ot 0z

O6e MpPon3BOIHBIE OLICHUBAIOTCS TTPU ITOMOIIY AU -
depeHLMpOoBaHUS KyOMYECKOro crjiaiiHa, armnpoK-
CHMHUPYIOIIET0 KOHIIEHTPAIIMOHHBINA TTpodmib. Ta-
KOI CITOCOO HaeT BIOJIHE PEeAIMCTUYHBIC 3HAYCHUS
MPOM3BOMHBIX [JISI O4YE€Hb IIIMPOKOTrO IMaIa3oHa
dopm npoduieit (Alperin et al., 1988). B crarne Ila-
HukoBa 1 coanT. (Panikov et al., 2001) mpuBeneHbI
0COOEHHOCTU MPAKTUUECKOM peayin3aliiy 3TOTo Me-
ToAa (THUIT M pacoJIOKeH1Ee IMTPO6O0TOOPHUKOB, Bpe-
Ms1 OTOOpa Ipoo 1 T.1.).

OpHako OOHYJIEHUE PACTUTEIBHOIO U ITy3bIPhKO-
Boro tpaHcniopta (V; = 0, F; = 0), noctyaupyemoe B

(14)
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JAHHOM METOIIE, He BIIOJHE OYeBUIHO. MHeHUE aB-
TOPOB O TOM, YTO Cpe3aHME PACTEHMI IMPUBEIET K
MpeKpalIeHUIO TPAHCIIOPTa Yepe3 HUX MeTaHa, MO-
XeT OBITh KaK BEPHBIM, TaK Y OIIMOOYHBIM B 3aBUCH -
MOCTH OT TOTO, KAKOB MEXaHM3M BBIHOCA METaHa pac-
TeHusIMA. OOHAKO, COIVIACHO SKCIIEPUMEHTAIbHBIM
JaHHBIM, yIAJeHUe PACTEHMIA YMEHBIIIAET BHIHOC METa-
Ha yepe3 HuX (Sebacher et al., 1985; Waddington et al.,
1996; I'marosneB u coasT., 1999). B HEKOTOPHIX YCIOBUSIX
ITy3BIPHKU Ta3a TAKXKe OYIyT 00pa30BBIBATHCS U IO -
HMMaThbCs BBepX. [TOBTOPUM, YTO pacyeThl CIIEAyeT
OCYIIECTBJISITh TOJIBKO [UISL TE€X YCJAOBUIA, KOrOa ITy-
3BIPBKY HE HAOJIIOMAIoTCs, T.€. IIPU OTHOCUTEIIHHO
HEBBICOKMX TEMITEpaTypax.

OINPEAEJIEHME OSMUCCHUN METAHA

OMuccus MeTaHa — MoKazaTeslb He3aMKHYTOCTHU
1MKjIa 3eHTeHa, B KOTOPBIi 00beAMHEHBI MUKPOOP-
TaHW3MBbI, OCYILIECTBIISIONINE ITPOLIECCHI IIPOIYKIINN
u notpednenuss CH, (3aBap3uH, 1995), Koraga yactb
MeTaHa BBICBOOOXKIAeTCsl U3 30HBI MUKPOOHOTO TPO-
¢urIecKoro B3aMMOACUCTBUS U IIOCTYNAaeT B aTMO-
cdhepy, roe manee ydyacTBYeT B pasiIMIHBIX (POTOXU-
MUYECKMX peaklMsIX, BHOCS BKJad B MapHUKOBBIN
addekT. Takum oOpa3oM, U3MEpPEHUE SMUCCUU He-
00XOomMMO IJisi MpPaBWJIBHOM OLEHKM IIOTEeHIIMAjIa
Pa3IUYHBIX 9KOCUCTEM KaK MUCTOUHUKOB/CTOKOB M€-
TaHa. IMEHHO TIOYBEHHBIE DKOCUCTEMBI SIBIISTIOTCS
OCHOBHBIMHM OMOT€HHBIMM MCTOYHMKAMM MeTaHa, 1
HanOOJBIINIA BKJIaA B aTMOC(EPHYIO 9MUCCUIO BHO-
CST YBITAXXHEHHBIEC TTOYBHI, MPEACTAaBICHHBIE OOJIOT-
HBIMU TOPDSIHBIMU KocucTeMaMi. TOYHOCTD OIIeH-
KW MU CCUY MEeTaHa 3aBUCUT OT IIPaBUJILHO BHIOpaH-
HOTO METOJA U3MEPEHUS, KaK MOXHO 00Jiee TTOJTHO
YYUTHIBAIOLIETO celM(UKYy KOHKPETHOM MEeTaH-Te-
HEPUPYIOLLIEH TTOYBEHHOM CUCTEMBI.

“Cocpedomouentule” (KamepHbie) Memoobl

CraTHyecKHii M THHAMHYECKHIT KaMepHbIe MeTOIbI.
TpagMLIMOHHO B MOYBOBEIEHUM C 1LICJIBIO KOJIMYE-
CTBEHHOI1 OLICHKM IIOTOKOB T'a30B Ha ITOBEPXHOCTU
MOYBBI MCIOJIL3YETCS “KaMepHO-CTaTUYECKUiI Me-
ton” (OpyioB u coaBT., 1987), Ha3pIBaeMbIlii TaKKe
“MeTOoIOM SMUCCHUOHHBIX Kamep”. [1puHImMn metona
OYeHb IIpocT. Ha moBepXHOCTH IMOYBHI YCTaHABIMBA-
eTcs “Kamepa’”; B IPOCTEMIIEM cliydae — 3TO KYyO,
HIDKHSISI TPaHb KOTOPOI'O OTCYTCTBYET (B OCTAJIbHOM
KaMepa repmeruyHa). OTKPBHITOM 4YacThi0 Kamepa
CTaBUTCS Ha cIlellMaIbHOE OCHOBaHUE, KOTOPOE M03-
BOJISIET OOECIEYUTh I'epMETUYHBIII KOHTAKT C II0Y-
BOIi, HAITpUMEDP, 3a CYET TOI0, YTO HUXKHUI Kpail oc-
HOBaHUSI Ha HECKOJIbKO CAHTHUMETPOB IOIPYXKEH B
IOYBY, a BEpXHUI COYICHSIETCS C KaMepoil Imocpei-
CTBOM Tuapo3arBopa. Eciin 13 MOYBBI BHIAEISIOTCS
rasbl, OHM MOCTYIAIOT He B aTMOc(depy, a B Kamepy,
IIPXA 3TOM KOHIIEHTpALUsI BEIXOMSIIETO U3 IIOYBHI Ta-
3a B Kamepe Oymer pactu. Ilo kKpuBoit m3aMeHeHUS

KOHIICHTPAIIMU ra3a B KaMepe MOXHO pacCYUTaTh BE-
JIMYMHY yIEJIbHOIO ITOTOKa.

CyliecTByeT HECKOJBKO KOJIWYECTBEHHBIX TEO-
puii, ONIMCHIBAIOIINX IMHAMUKY KOHIIEHTPALIIX ra3a
B KaMepe U MO3BOJISIIONIMX HA OCHOBAHUU 3TOTO pac-
CUYUTATh YAEJIbHBIN ITOTOK. B 00IIeM ciyyae 3Ti Teopun
paccMaTpUBalOT HEIVMHEMHYI0 IUHAMUKY, OOYCIOB-
JICHHYIO TeM, YTO CKOPOCTb BBIXOJIa I'a3a 13 TOYBLI OYy-
JIET TeM MEHbIIIE, YeM OOJIbIIIE €ro YK€ HaKOIIMJIOCh B
kamepe (Hutchinson, Mosier, 1981; Opi0oB u coaBT.,
1987; Nakano et al., 2004; Kutzbach et al., 2007). On-
HAKO Ha IIpaKTHUKeE IS METaHa MOXHO MCIIOJIb30BaTh
JINHEIHOE MPUOIMXKEHNE, U3 KOTOPOTO IS YAeb-
Horo notoka (F) MOXXHO MOJIYYUThb (popMyITy:

£ = 20PMbV
ST +T,)’

rae b (ppm - 4~') — TaHTeHC yIIa HAKJIOHA IIPSIMOIA
pocCTa KOHLIEHTpallUi METaHa B KAMEPE B KOOPAWHA-
TaxX BpeMsi—KOHUeHTpauusi; ¢, = 0.12 (mr - mosib - K -
cxkr~' - Ik - ppm™Y); M (kT - Monib™!') — MospHas
Macca raza; P (Ila) — naBneHue B KaMepe BO BpeMs
otbopa mpo6 (0OBIYHO IIPUMHUMAETCS PAaBHBIM aTMO-
cepHOMY HaBneHuUIO); S (M?) — IUIOLIANb OCHOBA-
Hus kamepbl; T u T, (K) — koHeuHasd 1 HavyajabHast
TEMITIEPATYPhI B KAMEPE BO BPEMs U3MepeHHUsT; V (M?) —
00BeM KaMephl. DTa (popMyia dJIeMEHTapHBIM 00pa-
30M MOJIyYaeTcsl ¢ UCIOJb30BaHUEM YpaBHEHUS CO-
CTOSIHUS UJeJIbHOTO Ta3a U MPpUMEHSIETCs ISl pac-
yeTa SMUCCUU Pa3JIWYHBIX Ta30B, a HE TOJbKO
CH,. OngHako B paboTax pa3HbIX HUCCIECOOBATEIIEH,
dopmyma (15) MOXeT MMETh HECKOJBKO pPa3IMYHBINA
Bun (Day et al., 2013; Yevdokimov et al., 2017; Berger
et al., 2018; Erkkila et al., 2018), B yacTHOCTH, OOBIU-
HO MPUHMUMAETCS YIPOIIEHNE, COTJIACHO KOTOPOMY
TeMmIiepaTypa B KaMepe He MEHSIETCS 32 BpeMsI U3Me-
penuii, T.e. T, = T.

(15)

I[Ipu u3smepeHMM ra3oo0MeHa MEXIY ITOYBOM U
aTMocdepoil KaMepHO-CTaTUYECKUI METO, SIBIISIIICS
HauboJiee YacTO MCITOIb3yeMbIM METOIOM, BEPOSITHO,
M3-3a €70 HU3KOI CTOMMOCTH U JIETKOCTU ITPUMEHEHMUSI.
OH ITOBCEMECTHO TTPUMEHSUICS ITPU U3MEPEHUSIX SMUC-
CHUM MeTaHa B JIECHBIX U OOJIOTHBIX 3KOCHUCTEMAaX, OCO-
GEHHO TaM, IIe OTCYTCTBYIOT MOCTOSTHHBIE UCTOYHM -
ku anekTposHeprun (Nakano et al., 2004). Ha mpo-
TSDKEHUM MOCJIeTHUX 35 JIeT B TaKUX 3KOCUCTEMax
KaMEpPHO-CTaTUYECKUM METOAOM BbIIIOJIHSJIACH 3HA-
yuTeNIbHAsI YacTh M3MepeHuit smuccnu CH, mpakTn-
YeCKHU BO BCEX permoHax 3eMHOro mapa: B AMEpUKe,
Adpuxke, EBpone u Asuu (Harriss et al., 1982; Tathy
et al., 1992; Alm et al., 1999; Glagolev et al., 2012).
Bonee Toro, naHHBIA METOI UCITOB3YeTCS IJIST U3ME-
peHust ra3o00MeHa ¢ aTMocdepoii He TOJBbKO JECHBIX
1 GOJTIOTHBIX MIOYB, HO U ITOYB PUCOBHUKOB, ITOJIMTOHOB
3axopoHeHUs ObITOBBIX OTXOmOB (Cicerone, Shetter,
1981; Nozhevnikova et al., 2003; Sabrekov et al., 2013), a
TaKXe U3MepPEeHUsI SMUCCUH METaHa U3 03ep, rpsize-
BbIX MMKPOBYJIKAHOB, METAHOBBIX CHUIIOB U MOp.
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(Banik et al., 1993; Etiope, 1999; Awasthi et al., 2005;
Etiope, 2009; Belova et al., 2013; Campeau et al.,
2014).

Kak 65110 oTMeUYeHO BhIIIE, KamMepa He OOMeHM-
BaeTcsl BO3ayxoM ¢ aTmocdepoii. I1Ipu 3toMm cyie-
CTBEHHOE MU3MEHEeHHe KOHIIEHTPAllMU ra3a B KaMmepe
MOXET CUJIbHO MOBJIMSTH HA YCJIOBUS €T0 BbIAEIECHUS
(MK TIOTJIOLIEHMS) TIOYBOM, M Pe3yJIbTaThl U3MEpe-
HUI yIOeTbHBIX TTOTOKOB OyIyT McKaxXaTbCs. YTOOBI
n306eXaTh MOJOOHBIX apTedakToB, ObIITa pa3paboTa-
Ha Moaudukanus (MojJydyuBllas Ha3BaHUE “IMHa-
MUYECKOTO KaMEpPHOIro MeTozna”’), B KOTOPOii KaMepa
MPOJIyBaeTCs BO3AYyXOM B Ipoliecce usmepeHuii. Ec-
JIU B KaMepy Bce BpeMsl JOCTaTOUHO UHTEHCUBHO MO-
CcTymaeT aTMOoC(epHbIii BO3AyX, TO KOHIIEHTpalus
MeTaHa He OYyJeT CYIIeCTBEHHO U3MEHSTbCS, U CU-
cTeMa B T€UYEHME BCEro mepuoja u3MepeHus Oyner
OM3Ka K eCTECTBEHHBIM YCIIOBUSIM in Sifu.

Eciiu moTok raza u3 no4Bbl MOCTOSIHEH (a Ha He-
0OJIBIIMX MHTEPBaJaX BPpEMEHU 3TO TaK), TO B IPOIY-
BaeMOI BO3yXOM Kamepe JTOCTaTOYHO OBICTPO Ha-
CTYIIaeT CTallMOHAPHOE COCTOSIHUE U CITPAaBEIJIMBbIM
OKa3bIBaeTCs ClIeAyIolIee COOTHOIICHUE IJIST BBIUMC-
JIEHUS] yIEJIbHOTO MOTOoKa:

G(C-Cp)
F=——22
S
rie Cyu C (Mr - M%) — KonuenTparuu CH, B moToke
BO3/lyXa Ha BXOJIe B KaMepy U Ha BbIXOJIE U3 HEe COOT-
BETCTBEHHO; G (M> - u~!) — CKOPOCTb IIPOLYBKH.

(16)

ITonyaBroMaTHYecKie W ABTOMATHYECKHE KOMILIEK-
cbl. PyTMHHBIE U3MEpeHUsI KamepaMu, OCYIIECTBIsIe-
MBI€ BPYIHYIO, CTUMYJIMPOBATIN pabOTHI IIsT aBTOMATH-
3aMu 2Toro Tpoiiecca. [lo-BuamMomMy, MCTOPUIECKU
MepBBIMU OBbLTY TTOTBITKY CO3AaHMs IToJlyaBTOMaTHye-
CKHMX KaMep, B KOTOPBIX aBTOMAaTU3aIlMU TTOIXBEPT-
JIach TOJIBKO KaKas-HUOYIb oaHa QYHKIINS, a HE BeCh
Mpoliecc onpeaeiaeHus: yaeabHoro rnmoroka. Hampu-
Mep, B 1995 r. Ha bakuapckom 6osote (3ananHas Cu-
oupb, ToMmckast 00J1.) ObIa yCTaHOBJIEHA ITOJIyaBTO-
MaTmdeckasl KaMepa, pa3paboTaHHasT OI pyKOBOI-
ctBoM MHo5 (Inoue et al., 1997), B KoTtopoii ObLIT
aBTOMAaTU3MPOBaH Mpoliecc oTOOpa Mpod, HO He MX
aHanu3. B HepaboueM COCTOSIHUM Kamepa BHcesa
MIPUMEPHO B IOJIyMEeTpe Hall TOBEPXHOCTHIO 60JIOTa B
cTopoHe OT ocHoBaHUM. [lo KOMaHIEe KOMITbIOTEpa
aBTOMaTHyecKasl MoAbeMHasl CUCTeMa OITycKajia Ka-
Mepy Ha OCHOBaHMeE B Ma3bl TMIPO3aTBOPA, TTOCIIe Ye-
TO HECKOJIbKO MJI BO3IyXa M3 KaMephl OTOMPaINCh
MOCJIeA0BaTEeIbHO Yepe3 paBHbBIE TIPOMEXYTKU Bpe-
MeHHU B TpU (prakoHa. 3aTeM Kamepa OmaTh MOITHU-
MaJtach JUIsl TipoBeTpuBaHus. [Iporienypa ormyckaHus
KaMmepbl, 0OTOOpa TpeX Mpod U TOCIEaYIONIEro Mpo-
BETPMBAaHUSI aBTOMAaTUYECKHN BBITIOITHSUIACH KaXKIble
nBa yaca. B nmanbHeiilieM ObLIO HEOOXOOAMMO BCE
(JTaKOHBI TOCTaBUTH B Ja0OPATOPUIO U TTPOAHATTU3 -
poBath KoHNeHTpanuio CH, B HUX, Iocje 4ero 1o
KaXXIBIM TPEeM MOCJIeTOBaTeIbHBIM KOHIICHTPAIIUSIM
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MOXHO OBLIO BBIYUCIUTHL YIOEIBbHBIN IOTOK (T.€. OH
U3MePSICS KaxXIble 2 4, BIIpOYeM, KaMepy MOKHO
OBLIIO IIepepOrpaMMHPOBATh Ha 1000 APYroi MH-
TepBaJl BpeMEHMN).

K moiyaBTOMaTHYeCKMM KOMILJIEKCAM MBI OTHE-
ceM M TaKyl CHUCTEMY, B KOTOPOW HCCJieaoBaTeIb
MOHTUPYET HEITOCPEICTBEHHO B IIOJIE YCTAHOBKY, CO-
CTOSIIILYIO M3 KaMepbl (MM HECKOJIBKUX KaMep) U Ta-
30aHaiM3aTopa. [TogoOHbIe yCTAaHOBKM HEMPEPBHIBHO
OTCJIEXKUBAIOT KOHIIEHTPALIMM T'a30B U HAKAIIJINBAIOT
JaHHBIC B IAMSTU B TeUCHUE BCETO BPEMEHU 9KCIIO-
suuu (Nakano et al., 2004; MomauyaHoB, 2017).

CyllecTBYIOT TIOJHOCTbIO aBTOMAaTUYECKUE CU-
CTEeMBI, peaju3ylolIe KaMepHbIil METOA U3MEPEHUS
nmoroka (cM., Harpumep, Schiitz et al., 1989; Marik
etal., 2002; Butterbach-Bahl et al., 2004; Krasnov
et al., 2015). IlepBasg u3 LUTUPOBAHHBIX PadOT, ITO-
BUIUMOMY, SIBJISITIACh OJHOI U3 ITMOHEPCKUX B 00J1a-
CTM TIOJHOCTBIO aBTOMATHMYECKUX peaju3aluii Ka-
MEPHOTO MeToaa U Oblla IOCBIIIeHa OonpeaeIeHUIO
MMOTOKA MeTaHa Ha pUMCOBBIX mojisix (Schiitz et al.,
1989). B ocTtanbHBIX paboTax onucaHbl 00Jee COBpe-
MEHHBIE CUCTEMBI, MpeIHa3HAUYeHHBIE IS OIpeae-
JIEHUsI OTOKa HECKOJIbKUX ra3os cpa3zy — CO,, CH,,
a B npeanocienHei eme u NO, NO,, N,O.

“Pacnpedenennvie” memoout
(mukpomemeoponocu4eckue)

C cepenunbl XX BeKa ITOJYYWIY pa3BUTHE TaK Ha-
3bIBaEMbI€ MUKPOMETEOPOJIOTUYECKUE METOIbl U3-
MEpEHUsI SMUCCUM Ta30B, TPUHLMUIIUATIBHO OTJIMYa-
IolIecs OT KaMepHBIX MeTomoB. [JlaBHOIT umeeit
MUKPOMETEOPOJOTUUECKIX METOHOB SIBJISICTCSI BbI-
YUCJIEHWEe 3MMCCUM MHTEPECYIOIero rasa 1Mo ero
KOHlIeHTpauuu B atmocdepe (Aubinet et al., 2012).
MuKpoMeTeopoJIorndeckue MeTOoAbl MpUuoOpeTaIu
Bce OOJIbIIYIO TOMYJSIPHOCTb MO Mepe OCO3HAHUS
HEJIOCTAaTKOB KaMEPHBIX METOJIOB, a UMEHHO M3Me-
HEHUS €CTECTBEHHBIX YCIOBMIA TIPU YCTAHOBKE Kame-
Bl U UBMEPEHUY SMUCCUU, BO3MOXXHOCTU PabOTHI Ha
MIPOCTPAHCTBEHHOM MaciuTade 10 ~1 M2, mpobieMa-
TUYHOCTU YCTAHOBKM KaMepbl B HEKOTOPBIX KOCH-
cremax (Baldocchi, 2003). K Hayany XXI B. oHU cTa-
JIU OCHOBHBIM MHCTPYMEHTOM U3MEPEHUSI dMUCCUU
NapHUKOBLIX ra3oB Ha macwmTabe ~102—10° m? (Bal-
docchi, 2003; Aubinet et al., 2012; bypba u coasr.,
2016), T.e. Ha MaciTabe GuUOTreoleHo3a. [TaBHBIM
OOILIMM JOCTOMHCTBOM BCEX MUKPOMETEOPOJOTUYe-
CKUX METOJIOB SIBJISIETCSI TO, UTO B OTJIMYME OT KaMep-
HBIX METOIOB OHU MO3BOJISIOT MOJIYYUTh PEIpe3eH-
TAaTUBHYIO U HAAECXKHYIO OLIEHKY SMUCCUM Jaxe s
TeX DKOCUCTEM, BblIeJeHUE Ta3a U3 KOTOPBIX HEO/-
HOPOIHO B IIPOCTPAHCTBE M BO BPEMEHM, a TaKXkKe
HE BO3/IEHICTBYIOT HA MOYBEHHYIO CUCTEMY ITPU U3Me-
pEeHUU.

CymeCTByeT HECKOJIbKO MUKPOMETCOPOJIOIrndc-
CKMX METOOOB, KaXIplid U3 KOTOPbBIX MMECT CBOM
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Puc. 2. [IpyuHumn uamMepeHuii MoToka MeTaHa rpaiMeHTHBIM METO/IOM.

OIrpaHUYCHUSA, MpENMyHI€eCTBa 1 HEAOCTATKU. HI/I)KG
KpaTKO pacCMOTPEHbBI TPagUEeHTHBIN METOH U METOI
TypOYJIEHTHBIX ITyJIbCALIUIA, T.€. MUKPOMETEOPOJIOTH -
yecKre MEeTOIbI, HauboJjiee aKTUBHO UCIIOJIb3yeMbIE B
HacTosiee BpeMsi. Takke yITOMSHYTHl MUKPOMETEO-
POJIOTMYECKHE METObI, KOTOPhIe IPUMEHSIIOTCS M€~
Hee IIMPOKO 1/WUIIN MIPOI0JIKAIOT pa3BuBathes. [1pu-
MEHEHHE MUKPOMETEOPOJOTNYECKIX METOLOB BO3-
MOXKHO 15T TIOOBIX TOYBEHHBIX MUKPOOHBIX CUCTEM,
HO X TOYHOCTD ITPpU 3TOM OrpaHMY€Ha pa3dBUTOCTLIO
TypOyJIEHTHOCTU B aTMOocdepe (IIpU IITHIE TOUHOCTh
nagaeT MHOTOKPATHO), CIOXHOCTBIO pejibeda, pas3-
MepaMH MHTEPECYIOIIeil 9KOCUCTEMbI U BEJIMYMHOMN
SMUCCUU U3 Hee.

I'pagyienTHBIA MeTOA. DTOT METOI OCHOBaH Ha
onucaHuM TypOyJeHTHO nuddy3un B aTMocdepe
IO aHAJIOTUM ¢ MOJIEKyIIpHOIl nnddy3meii. Beptu-
KaJIbHBI TYpOYJIEHTHBIU YAEAbHBbIA MOTOK MHEPT-
HOW ra30BOM MPUMECH B aTMOC(hepe IMTpakKTUIeCKu He
U3MEHSIETCS C BBICOTOI B Impu3eMHoM ciioe (Baldoc-
chi, 2003; Foken, Nappo, 2008). B cuny atoro mis
JItOOOI TOUKM B Mpenenax MPU3EMHOrO CI0s yaejb-
HBIi TTOTOK ra3a MOXHO 3aIlMcaTh KaK Mpou3BeIeHUe
Koa(d duimeHTa TypOoyIeHTHOI nuddy3nn Ha BEpTH-
KaJIbHBII TpaAMEeHT KOHILIEHTpallMM ra3a. ['paaueHT
OLIEHMBAETCSl MO W3MEPEHUSIM KOHILEHTpaluu Ha
IIByX U OoJiee BbICOTax, a KOA(MOUILIMEHT TypOyIeHT-
HOWM nuddy3un BLIYUCISIETCS MO UBMEPEHUSIM CKO-
poctu BeTpa (puc. 2). TexHudeckue MmoIpoOHOCTH
IrpaIueHTHOIO METOoJa MpeACTaBIeHbI B IPyTUX My0-
yukanusax (Arya, 2001; Foken, Nappo, 2008).

I'pamueHTHBIN MeTON MPUMEHUM TOJILKO B YCJIO-
BUSIX PAa3BUTON TYypOYJEHTHOCTH, IIpUYEM CPEIHSIS
BepTUKaJIbHAsI CKOPOCTh BeTpa 3a IepHoHd HU3Mepe-
HUS JOJKHA OBITh O1M3Ka K HyJI10. TUMUYHBIN ypo-
BEHB ITOTPEIIHOCTU IPagUEeHTHOIO METOIa COCTABIISI -
eT oT 10—20% B ycnoBusiX, 6JIU3KUX K UICATbHBIM, U
10 50% B aKOCUCTEMAaX CO CIIOXHBIM pejibe(oM MU
npu HU3KUX cKkopocTsax Betpa (Baldocchi, 2003; Byp-
6a u coaBT., 2016). TUITMYHBIM YPOBHEM ITOTPELIHO-
ctu sBaserca BenumunHa B 20—30% (Foken, Nappo,
2008).

Metoa TypOyseHTHbIX myJabcammii (eddy covari-
ance). B pycckos3b14HOI TMTEepaType TaKKe UCIOIb-
3yI0TCSI HANMMEHOBaHMS “MeTOl TYpOYyJIeHTHBIX KOBa-
puaumii” M “mMeTrol MUKPOBUXPEBBIX ITyJbCalldii”.
MeTton TypOyIeHTHBIX ITyIbCcalliii OCHOBAaH Ha BbICO-
KogactoTHOM (10—20 I'tr) u3BMepeHNN BEpTUKAJIHLHOM
CKOPOCTHY BETpa M KOHILIEHTpAllMY ra3a Ha OJHON U
TOI1 2Ke BBICOTE B IIPU3EMHOM CJIoe Bo3nyxa (puc. 3).
Haiee 3T BeIMYMHBI B KaXKIbIiA MOMEHT BPEMEHU T1e-
PEMHOXKAIOTCS U TTOTyYeHHBIE MPOU3BEACHNSI YCPEIHSI-
oTcsi. B pesyibrare mojy4daloT cpeaHee 3HadyeHHe
YIEIbHOTO MOTOKA 3a TOT OTPE30K BPEeMEHM, Ha KOTO-
POM ITPOU3BOIMNIIOCH YepeaHeHre. boliee monpooHbIe
BBIKJIAIKY TIpUBEACHEI B cTaThe banbnouun (Baldoc-
chi, 2003).

3a rociegHue IBa OeCATUIIETUsI pa3paboTaHbI ajl-
TOPUTMBI pabOTHI METOIA TYPOYJICHTHBIX MYJIbCALIWIA,
MO3BOJIAIOLIME MPUMEHATH €r0 B HEUJEATbHBIX YCII0-
Busix. Tak, st yCTpaHEHUSI HEHYJIEBOTO BEPTUKAILHO-
ro BeTpa MPUMEHSIFOTCSI aJITOPUTMbI POTALIMU KOOPIH-
MUKPOBHOJIOTUS Ne |

ToM 90 2021
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Puc. 3. YcraHoBKa Iijiss U3BMEpPEHUI ITOTOKOB TeIlIa, ITapOB BOJIBI M ra30B METOAOM TYpPOYJIEHTHBIX ITyibcanuii (KOropckuit
TOCYHUBEPCUTET, T. XaHTbI-MaHCHUICK): I — aKKyMYJISITOPHBIM OTCeK; 2 — SHEeproycTaHOBKa ISl o0ecIieueHust becriepe0oii-
HOTO 3JIEKTPOTIUTAaHUS; 3 — OJIOK yIIpaBJIEHUS Y BBIBONIA TAHHBIX; 4 — YJIBTPa3BYKOBOI aHEMOMETp; 5 — IETEKTOP aHaJIn3aTopa

KOHLICHTpallU rasa; 6 — aBTOMaTUYeCcKasi METEOCTaHLIMSI.

Hat. JIJist paGoThl B YCJIOBUSIX HECTALIMOHAPHOCTU Me-
TEOPOJIOTUUECKUX TIOJIeil TIPUMEHSIIOTCS pPa3InIHbIe
aJITOPUTMBI yIAJICHUS TpeHaa u3 HaomoneHuii. Takke
pa3paboTaHbI HOIIPaBKM TSI Pa3IMYHBIX YACTOTHBIX Xa-
PaKTEPUCTUK M3MEPUTEIBHBIX IIpUOOPOB, Ha (hIyKTya-
LMY TUTOTHOCTM BO3[yXa, Ha HarpeBaHue IIpHUOOpPOB
U T.J. DT aJITOPUTMBI peajln30BaHbBI B BUIE KAaK KOM-
MEpPUYECKUX, TaK 1 OECITIaTHBIX ITPOTrPAMMHBIX TTPOIYK-
TOB, UCITOJIb30BAaHUE KOTOPBIX 3HAYUTEIHHO YIIPOIIACT
pacueTbl 1 JeiacT UX IMMPOKO MOCTyHMHbIMU (Aubinet
etal., 2012; byp6a u coasr., 2016). KpymHbele KoMma-
HUU-TIPOU3BOIUTENIM TIOCTABJISIOT alalTUPOBAHHBIIA
oI METOJ TYpPOYJICHTHBIX IYJIbCAllMiAi TOTOBBIA KOM-
IUIEKC 00OPYIOBAHMS C TAKUMU MPOTrPAMMHBIMU MPO-
nyktamu. CylIecTBYyeT Takke BapHMaHT MeToia TypOy-
JICHTHBIX ITyJIbCALIii, IIPX KOTOPOM T'a30aHAIM3aToOP
W yIBTPA3ByKOBOM aHEMOMETP YCTaHABIMBAIOTCS Ha
camMoJjieTe WM BepToJieTe, YTO IMO3BOJISIET CUJIBHO
YBEJIUYUTH IPOCTPAHCTBEHHBII OXBAT UCCICIOBAHUS
(Kohnert et al., 2018).

IpuHIUTIMATIBHBIM YCIOBUEM 151 YCIIEITHOM pa-
0O0TbI MeTOIA TYPOYIEHTHBIX MYJIbCALIUI TAKXKE SIBIISIET-
Csl HaJM4yue pa3BUTON TypOyJieHTHOCTU. Te JaHHbIE,
KOTOpbI€ MOJYYEHbI TTPU HEPA3BUTOU TYpOYJIEHTHO-
CTU, OTOpachIBalOTCS, a IJIsl 3allOJIHEHUSI 0Opa3oBaB-
IIXCSI POITYCKOB MPUMEHSIIOTCSI pPa3IMYHbIE aJITOPUT-
MBI perpeccusi o MeTeOpOJOTMYECKUM TapameTpam,
VHTEPNOJISALKS, 3aMEHA Ha CpeIHee 3HAaUEHUE, PACUET C
TTOMOIIBIO TPOLIECCHO-OPUEHTUPOBAHHBIX MOMACCH 1
HelpoHHBIX ceTeil (Aubinet et al., 2012). Hammuue Bep-
TUKaJIbHOU KOHBEKIIMU (HarpuMep, Haj JilecaMu Wi
B HOUHOE BpeMsI) TaKXKe MIPUBOIUT K HEKOPPEKTHBIM
BEJIMUYMHAM YIeJbHOro MnoToka. [lyisi ycTpaHeHus
9TOi TIpoOJeMbl HEOOXONMMO MPOBOAUTD TOTOTHU-
TeJIbHbIE U3MEPEHUSI BEPTUKATIBHOTO TIPOGUIS KOH-
neHtpauuu raza (Baldocchi, 2003; Aubinet et al.,
2012).

CpaBHeHHe MeTOIa TYpOYJEHTHBIX MYJbCAIMIA C
rpajMeHTHHIM METOI0OM U KPATKHii 0030 APYrHX MeTO-

MUKPOBMOJIOTUA TtomMm 90 Nel 2021

JaoB. IIpenMyiiecTBOM MeToAa TypPOYJIEHTHBIX ITyJIb-
cauMii IBIIIETCSI TO, YTO 3TO HauboJiee MPSMOIl Me-
TOJ W3MEPEHUs YIeJIbHOTO MOTOKAa, OO0JIamarolIuii
HaMMEHBIIUM KOJIMYECTBOM OTpPaHUYCHUN HpHUMeE-
HuMoOCTU. HemoctaTkamMu meTona SIBISIIOTCS BBICO-
Kasi CTOMMOCTh 000pYIOBaHUS U OOJIBIIINE U3ACPXKKU
IpHY OpraHU3allii €ro dHepProodecIiedeHUsI U oxpa-
HbI (Baldocchi, 2003; byp6a u coasr., 2016).

[Ipeumy1iecTBO rpafeHTHOTO MeToAa 3aKI0dya-
€TCsI B TOM, YTO C €r0 IIOMOIIIBIO MOXKHO BECTH U3Me-
PEHUS yIeJIBHOIO IIOTOKA TeX ra30B, JJIsi KOTOPBIX HE
CYILIECTBYET MPUOOPOB, CIIOCOOHBIX U3MEPSITh KOH-
LEHTPAILIMIO C BEICOKOM 9aCTOTOM, YTO HEOOXOIMMO
JUIST MeToAa TYpOyJIeHTHBIX nyabcanuii. Ero mpume-
HeHMe JelleBjie MeToIa TypOyJIE€HTHEIX ITyIbcaliii B
3—5 pa3 (Foken, Nappo, 2008). OCHOBHBIM HeIOCTaT-
KOM TpaJMEHTHOIO METOHa SIBJISIETCS] HEBO3MOXKHOCTh
€ro MCIIOJIb30BaHMs B SKOCHUCTEMaX, IIIe YICIbHBINI IT0-
TOK raza ¢ HOBEpXHOCTH HeomHopoaeH. ITockombKy
KOHILIEHTpALIMsI Ha pa3HbIX BbICOTaX (hOPMUPYETCS pa3-
HBIMM y4aCTKaMM 9KOCHCTeMbI (4eM OOJIbllle BBHICOTA,
TeM OOJIbllIe IUIOIIANb, KOTOpasl BIMSIET Ha JUHAMUKY
KOHLIEHTpALIMA Ha 3TOM BBLICOTE), IIPOCTPAaHCTBEHHAasI
HEOIHOPOMTHOCTH yIEJILHOIO MOTOKA IIPUBOAUT K HIC-
KaXXeHMIO TpaaueHTa, 1, KaK CJIEICTBUE, BEIMIMHBI
yaeabHOro nortoxka. Ml rpaiueHTHbBIIA METOI, Y METOI,
TypOYJIEHTHBIX NYJIbCAllMii HEKOPPEKTHO paboTaioT
IpH 3HAYMMOM BEPTUKAIIBHOM KOHBEKIIMH, KOTOpas
OOBIYHO MMEET MECTO MPU CYIIECTBEHHBIX HEPOBHO-
CTSIX IIOICTWIIAIONIE MOBEPXHOCTH, HAIIpUMEpP, HaI
necamu (Foken, Nappo, 2008), a Takke mmpu cirabo-
pa3BuToii TypOyaeHTHOCTH (Aubinet et al., 2012).

MeTton TypOyJIEHTHBIX ITyJIbCAllAii B HACTOSIIINIA
MOMEHT SIBJISIETCSI OOIIENPUHSITEIM CTaHIAPTOM M3-
MepeHUs YAeJIbHOro MMOTOKA ra30B M3 IMOYB Ha Mac-
mrabe 3kocuctem (Baldocchi, 2014). OH mmpoxo
WCIIOJIb3YETCSl IS M3MEPEHUsT dSMUCCUM MeTaHa B
pasnnuHbIX KocucTeMax (Savi et al., 2016; Erkkild et al.,
2018; Deventer et al., 2019). OcTanbHblE MUKpPOME-
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TEOPOJOTUIECKIE METOAbl MCHOJB3YIOTCS B CHUTya-
LUSIX, KOTJa peaaus3ainusi MeTolda TypOYJISHTHBIX
MMyJIbCAallMii 3aTpyAHEHa 13-3a HEOOIbIION TUIONIAaN
DKOCHUCTEMBI, CJIA0BIX BETPOB, CJIOXKHOTO pelibeda,
TOYEYHOI'O XapaKTepa NCTOYHUKOB, BHICOKOTO OTHO-
IIEHU IIIyMa MOKa3aHUI ra3zoaHaan3aTopa K IoJie3-
HoMy curHairy, Hu3koit (<10 I'm) yacToThl U3Mepe-
HU razoa”aauzaropa u T.4. (byp6a u coasrt., 2016).
Cpenu HUX, TOMUMO OITMCAHHOIO BBIIIE I'PaIUEHT-
HOT'O METOMa, CIEAyeT OTMETUTh METOI HAKOILICHUS
mukpoBuxpeii (relaxed eddy accumulation method).
DTOT METOJ OCHOBAH Ha OTOOpPE Tra3a C IMOCTOSHHOM
CKOPOCTBIO B pa3HbIe €eMKOCTH IIPM BOCXOISIIINX U
HUCXOISIINUX ITOTOKaxX Bo3ayxa. st ero peanusanuu
HeoOXOoouM YJIbTPa3BYKOBOII aHeMOMETpP, MHTETPU-
POBaHHBIN C cUCTeMOIi 0TOOpa raza, 3aKkauyMBarolleit
MpoObl B pa3Hble €MKOCTU B 3aBUCUMOCTH OT Ha-
IpaBJeHMsI IIOTOKA BO3Ayxa, a TaKXKe ra3oaHaIm3a-
TOP IUISI U3MEPEHMSI KOHIIEHTpalluK Ta3a. YaedbHbII
MOTOK j BBIYMCJISIETCS CJIEIYIOIIUM 00pa3oM:

j = bcw (cup - cdown) 5 (17)
rne b — Ge3pa3sMepHbI SMITMPUUYECKUIA TTapameTp,
3aBUCSIIUI OT CBOWMCTB TypOyJIEHTHOCTH, G,, — CTaH-
JIapTHOE OTKJIOHEHNE BEPTUKAIBHOM CKOPOCTH BETpa
JUIST TEKYyIIEero Iiepuojga M3MepeHHUi (OOBIYHO ero
JmMTeIbHOCTh — 30 MUH), a B CKOOKax — pasHHUlIa
CpeIHMX KOHIIEHTPALMii Ta3a B BOCXOISIINX U HUC-
XOMSIIIMX  TOTOKax  BO3AyXa  COOTBETCTBEHHO
(Ueyama et al., 2013). OCHOBHBIM NPEUMYILIECTBOM
METOJa IO CPaBHEHUIO C METONOM TYPOYJIEHTHBIX
MyJIbCallMiA SIBJISIETCS OTCYTCTBUE HEOOXOIUMOCTU B
razoaHajn3aTope ¢ BLICOKOI YaCTOTOM NU3MEPEHUI 1
MIPOBEACHNN MHOTOYMCIIEHHBIX KOPPEKTUPYIOIINX
nepecyetoB (Ueyama et al., 2013). brarogapst aTomy
METOJOM HAKOIUIEHUSI MUKPOBHUXPE MOXHO M3Me-
PSITh yIeabHBIE IIOTOKW CPaBHUTEIBHO MaJoOl BEJIM-
YUHBI, 11 KOTOPBIX OTHOIIEHMUE IITyMa MOKa3aHUM
razoaHajm3aTopa K MOJE3HOMY CUTHAJly B METOJE
TYpOYJIEHTHBIX ITyJIbCAlIMii OKa3bIBAeTCS CJIMIIKOM
BoicokuM (Ueyama et al., 2018). K HegoctaTkam me-
TOJa, OOBSICHSIIOIIUM €ro peaKoe HCIIOJIb30BaHUE,
OTHOCUTCS MHXXEHEPHAs CI0KHOCTh KOHCTPYHUpPOBa-
HUSI CUCTEMbl OTOOpa ra3a B 3aBUCUMOCTU OT Ha-
MpaBJICHUsI BEpTUKAIBLHOTO TTIOTOKA BO3/IyXa, a TAKXKe
HEeOoOXOOUMOCTh HOMOTHUTEIbHBIX M3MEPEHUI IS
y4yeTa BEpTUKaIbHOM KOHBEKIIUU.

Cpeny nepcrneKTUBHBIX METOJOB, KOTOpbIE ellle
HE MPUMEHSUIUCH Uil U3MEPEHUS SMUCCUM METaHa
BBUIY CBOEii HOBU3HBI, HO TEOPETUYECKU TIPUTOIHBI
IUTSI TAKUX U3MEPEHUH, BBIIEJIUM METOA OOHOBJICHUS
noBepxHocTu (surface renewal method). DToT MeTom
OCHOBaH Ha BbIcOKoYacTOTHOM (=10 I'r) usmepeHuun
KOHILIEHTPAllMU Ta3a. YAeJIbHbI MTOTOK BHIUMCIISIETCS
Ha BpeMEHHOM ITPOMEXYyTKe 5—30 MIUH MOCPEICTBOM
OIpeneeHUs XapaKTepUCTUK MUKOB (IJTUHBI, BHICO-
THI U T.1.) Ha rpacukKe 3aBUCMMOCTU KOHLIEHTpALlUU
OT BpEMEHU C UCMOJIb30BAaHUEM SMIUPUUYECKUX Ma-

paMeTpOB, 3aBUCSIIINX OT XapaKTEepUCTUK TypOy-
neHtHoctu (Castellvi, 2018; Hu et al., 2019; Su-
vocarev et al., 2019). OCHOBHBIM MPEUMYIIIECTBOM
STOTO METOJA SIBJISIETCS eT0 MPUMEHUMOCTD IIPHU CJla-
Oopa3BUTOI TypOYJIECHTHOCTH B OTCYTCTBHE BeTpa U,
KaK CJIEACTBUE, B 9KOCUCTEMaX HEOOJIBIION IIOIIa-
mu (Castellvi, 2018). K HemoctaTkaM MeTOIa OTHO-
CUTCS CJIOXHOCTbH IMPOBOAUMBIX BHIYUCICHUN U BbI-
COKasl CTOMMOCTh Ta30aHaiM3aTopa ¢ TpeOyeMbIMU
XapaKTepUCTUKAMU.

VYHUKAJIbHBIM ~ MHCTPYMEHTOM  OIIpelesICHUS
SMUCCUU Ta30B, KOTOPBI TPUMEHSIETCS Ha BCeX
MIPOCTPAHCTBEHHBIX MacluTabax (oT Macmtaba 6mo-
reolieHo3a A0 IJI00aJIbHOIO) SIBISIETCSI METO 00paT-
Hoii 3amaun (inverse modelling method). DToT MeTO
OCHOBAaH Ha TOM1 Xe ujiee, YTO U Bce MUKPOMETEOPO-
JIOTMYECKKE METOABI, a UMEHHO Ha OIIpelIeIeHUN Be-
JINYUHBI DMUCCHUU IO KOHILICHTPALIMK ra3a B aTMO-
chepe. OmHaKO, B OTIMYME OT PACCMOTPEHHBIX BBITIIS
MUKPOMETEOPOJIOTrMUYECKUX METOJIOB, METOI oOpar-
HOI 3a[1a4M MPeAItoaraeT pacCMOTPEHME Beeil COBO-
KYITHOCTH TIPOIIECCOB TlepeHOoca W TpaHchopMauu
rasza B atMocdepe IMpu MUHUMAIBHBIX JTOIYIIEHUSIX
WM yIIpoleHusax. Takas oblasi HoCTaHOBKA 3a1a49u
MO3BOJISIET UCIIOIL30BaTh METOA OOpPAaTHOM 3a1a4y B
TeX CUTYyallUsIX, KOTJa IpoYrue MUKPOMETEOPOJIOTH -
yecKre He MOIYT OBITh IPUMEHEHBLI M3-3a CBOUX
orpaHmdeHui. s pa3HbIX 3ama4 1 0OBEKTOB pa3pa-
0oTaHbI CIleLMaIbHbIe Bapualliyi 3TOTro MeTona. B
paMKax HacTOSIIIero 0630pa 3T Bapyuallii He MOTYT
OBITh IOCKOHAJILHO OIMMCAHbI, TO3TOMY JIMIIb Mepe-
YUCJIUM HECKOJIBKO cep, Iie MeTo1 oOpaTHOI 3a1a-
YU YCITEIITHO IIPUMEHSIETCSI. DTO rI10OaIbHbIE U pEeTrt-
OHaJIbHbIE MHBEHTapU3alluu amMuccum MetaHa (Ber-
gamaschi et al., 2007; Kim et al., 2011; Ware et al.,
2019), uzMepeHue sMuccUM U3 ToauroHo ThO
(Foster-Wittig et al., 2015; TepeHTheBa 1 coaBT., 2017;
Mgnster et al., 2019) u XuUBOTHOBOZYECKUX (pepMm
(Flesch et al., 2004; McGinn, Flesch, 2018; Prajapati,
Santos, 2018) u psin npyrux obJiacTeii: onpenenaeHue
OMUCCHUM U3 YIOJbHBIX IIAXT, ra30IIPOBOJOB 1 OaXKE
paitoHa mpoBeneHUs NUBHOTO (pecTuBanst OKTobep-
¢ect (Chen et al., 2020). OcHOBHbBIE MPUHIIMIIBI 1
0030p CYIISCTBYIOIIMX Bapualllii MeToga oOpaTHOM
3aJa4M 3aUHTEePECOBAHHBII YNTATEIb MOXKET HAITH B
(Haas-Laursen et al., 1996; I'marones, 2010; Monster
et al., 2019). OcHOBHBIM MpPEUMYIIECCTBOM METOIa
00paTHOI 3a1a4y SIBJISIETCSI €T0 YHUBEPCAJIBHOCTh, TO
€CTh IIPUMEHUMOCTD K CAMBIM Pa3HOOOPa3HBIM 00hb-
eKTaM TP pa3IMYHbIX KOH(MUTYpaLIUsIX UMEIOIIETO-
ca obopynoBaHus. Hemoctatku 3TOoro meroma B
CJIOKHOCTHM WCITOJIb3YEMbIX MAaTeMaTHYECKUX aJro-
PUTMOB 1 BBICOKOII CTOMMOCTU O0OPYIOBaHUS, He-
00XOIUMOTrO JIJIsl peaanu3aliy MeToaa.

3AKJIIOYEHUE

COBpCMCHHLIC METOObI UBMCPEHUS IMPOAYKIINN N
OMHUCCHUU ME€TaHa B ITIOYBCHHBLIX 9KOCUCTEMAX XapaK-

MUKPOBHUOJIOTUA Ttom 90 Ne 1l 2021
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Taommma 2. CpaBHeHI/IC METOOOB NBMCPEHUA NMPOAYKIIMNU U SMUCCHUU ME€TaHAa B OTHOIICHUU UX IIPUMCHUMOCTH B pa3jiny-

HBIX 9KOCUCTEMaXx

Merton,

IIpeumymecrBa

Henocratku u OrpaHNYCHUA

ITpocTpaHCTBEHHBII
MacirTabd
IUIST TIPUMEHEHUS

OnpeneneHre MPOOYKIIMU MeTaHa

OHpeHCHCHI/IC MOTEHLUATbHOMN

BoaMozkHOCTE paboTHI in vitro,

Hwuzkuit KoaddummeHT

oo ono6M4 K TPUPOIHOM 5—10 cm>
MPONYKIUU “in vitro KOHTPOJIMPYEMBbIE YCIIOBUS
00CTaHOBKE
bazoBbIii BapyaHT MeTOIA
IToneBast MogudpuKauus
. He paboTaeT NMp1 HATMIUU 5
Moca0iHO-6a1aHCOBOrO MeTOAA KOHBEKTHBHOTO TPAHCIIOPTa ~50—1000 cm
(DSC-technique)
ra3a U3 MoyBbl
OmnpeneneHue aKTyaIbHOMN E -
M TIPO b KOHIIEHTpALIU i
MPOAYKIIMU HEMOCPEACTBEHHO cr npodt = a
He SIBJISIETCSI CTAallMOHAPHBIM
B IMPUPOJHBIX YCIOBHUSIX a P
. nnu nepeHoc CH, npoucxonut N
I[TouBeHHO-TPaTUEHTHBIN METO,
He TOJIBKO a1 Py3MOHHBIM
MyTeM, TO OyIeT BOBHUKATh
CYLLECTBEHHAS [TOTPELIHOCTD
CyliecTBeHHOE 3MEHEHNE
KOHILICHTpALIUU ra3a B Kamepe
. . MOXET BJIVSITh Ha €T0 BbIIeIe-
Cratuyeckuii KaMepHbIii MmeTos | [IpocToTa 1 5KOHOMUYHOCTh 2
HUe (WU TIOTJIOIIEHUE); ellle 0.01—-1m
C UHTMOMpPOBaHUEM OTIETBHOTO NU3MEPEHMUSI
0oJiee CUJIBHOE U3MEHEHNE
€CTECTBEHHBIX YCJIOBUIA TIPOUC-
XOIUT TPU YCTAHOBKE KaMephbl
Heob6xomMocTh MTOCTOSTHHOM
N N KoHieHTparmst meraHa rofayy B KaMepy raza-uHTuom-
JdwvuHaMmuyeckuii KaMepHBIH )
B Kamepe 0J113Ka K eCTECTBEH- | Topa MeTaHOTpOMUY TPUBOIUT ~1wM
METO/l C UHTUOMPOBaHUEM
HBIM MPUPOIHBIM YCIIOBUSIM K CYILIECTBEHHOMY yA0pOXKa-
HUIO MeToa
OrmpeneneHyue SMUCCUN
CM. Boiie “CraTudecKuii
N N [TpocToTa 1 5KOHOMUYHOCTh . 2
CraTU4ecKuil KaMepHbIil METO, KaMepHbIiA METO/l C MTHTMOMPO- 0.01—1m
OTIEBHOTO U3MEPEHMSI )
BaHUEM
N N KoHieHTpaims meraHa B
JdwvHaMmuyeckuii KaMepHBIH CJI03KHOCTb YCTAHOBKHU KaMephl )
Kamepe 0JIn3Ka K MPUPOIHBIM ~1M
METO[I B HEKOTOPBIX 9KOCUCTEMAX
YCIJIOBUSIM
Merton HenmpUMEeHUM
N i B DKOCUCTEMaX C OOJIBLIONH
I'pagueHTHBIN MeTO Her osneiictsus . 102—103 m?
Ha MTOYBEHHYIO CUCTEMY, NPOCTPaHCTBEHHOM HEOHO-
T.€. U3MEPEHUSI IIPOBOISITCS POIHOCTBIO SMUCCUN
MeTton TypOyJIeHTHBIX B €CTCCTBECHHBIX yCJIOBUAX Hanuuue BepTukaibHON 102 —10% v2
—10°m

nyjabCalui

KOHBCKIIMU

* C TeopeTUYECKOM TOUKH 3pEHIsI U3MEPEHHsI IIPOBOISITCS B TOUKE. TPYIHO cKa3aTh, HACKOJIBKO NaJIEKO B peaTbHOM MOYBE MOTYT ObITh 9KC-
TParoJIMPOBAHBI PE3YJIBTATHI 3TUX U3MEPEHUI OT NaHHOM TOuKU. YacTo uccienoBaTesv MepeHOCsIT MOJTyYeHHbIE Pe3YJIbTaThl Ha BeCh OMO-
reouieHo3. Hanpumep, eciiv B TOUKe, PaCIioIOKEHHOH B psiMe, TTOJTyYeHO HEKOTOPOE 3HAUYE€HKE, TO OHO IPUIUCHIBAETCSI BOOOILIE BCEMY PSIMY
(TuTOILIab KOTOPOTO MOXKET COCTABJISITh, CKAXKeM, COTHU KB. METPOB). OYEBUIHO, YTO 3TO COBEPIIEHHO HEBEPHO, XOTsI ObI TOTOMY, 4TO ISl
Pa3HbIX AJIEMEHTOB MUKpOpebeda (MOBBILLIEHUI U ITOHUKEHUI ), PACITONIOKEHHBIX HA PACCTOSTHUSIX ITOpPsinKa 1 M, MOTYT ObITh XapaKTepPHbI
pa3Hble 3HAaYCHUSI U3-3a Pa3IMYHbIX TUAPOTEPMUYECKUX YCI0BUiA. TakuM 006pa3oM, HEOOXOIUMO B KaXKIOM OMOTEOLIEHO3€e TPOBOIUTH
MHOTOKpPATHbIE U3MEPEHMST B TOUKAX, PACIIOOXKEHHBIX IPYT OT Ipyra Ha pa3JIMYHbIX pacCTOSTHUAX. TOJIbKO G1aromapst STUM MHOTO-
KpaTHBIM U3MEPEHUSIM MOXET CTaTh SICHO, 10 KAKOI CTeNeHU BO3MOXHO 3KCTPAIOJIMPOBATh PE3ybTaThl OTAEIbHBIX U3BMEPEHU.
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TEPU3YIOTCS pazHOOOpa3ueM JiexallluXx B UX OCHOBE
duznyecKkrx u pU3NKO-XUMUYECKUX MPUHIIMIIOB, a
TakKXe TeXHUUEeCKUX PEeILIeHUM, Kaxa0e U3 KOTOPbIX
MMeEET CBOM IIPEUMYIIECTBAa M HENOCTaTKU (Tab0. 2).
ILlenecoobpa3HOCTh MPUMEHEHUS] TOT'O WU WHOTO
MeTola OIpenessieTcsl IOCTaBJIeHHON 3amadeil u
CBOMCTBAMU MeETaHIEHEPUPYIOLIEi MMOUYBEHHON CHU-
crembl. [IIupoko pacrnpocTpaHEHHbBIN# METOJ WHKY-
Oalu o6pa3loB MOYBHI JIsl OTpenesIeHUs TTPOaYK-
IIMM MeTaHa B JJaOOPaTOPHBIX YCIOBUSIX MO3BOJISIET
OLIEHUTb METAHOTEHHBIN TMOTEHLUAT MUKPOOHOTO
CcOO0IIIECTBa B CTPOTO KOHTPOJUPYEMBIX YCIOBUSIX.
M3MeHsst ycinoBus J1abopaTOPHBIX 9KCHEPUMEHTOB
MOXHO MOJYYUTb PE3yabTaThl Uil MOCIEAYIOLIETO
MOJIeJIMPOBaHUs TIpollecca MeTaHoreHeza. OQHaKO
pe3yJibTaTbl U3MEPEHUI B J1aOOPATOPHBIX YCIOBUSIX
MOTYT OBITh JIMIIIb YCJIOBHO 3KCTPaIOJMPOBaHbI Ha
MPUPOAHYIO 3KocucTteMy. Mcrob3oBaHE ME30KOC-
MOB T103BOJISIET NOJIYYUTh METAHTEHEPUPYIOIILYIO CU-
CTeMY B COCTOSIHUU, MAKCUMAaJIbHO MPUOJIUKEHHOM
K YCJIOBUSM in Sity TpU MUHUMAJILHOM BO3JIECTBUU
Ha CTPYKTYypy oOpasiia. MeTobl onpeaeaeHus SMUC-
CUU ME€TaHa MOTEHLIMAJIbHO MOIJIM Obl MIPUMEHSITHCS
IUJIsl ompeaesieHUs] MPOAYKIIMM MeTaHa. TeM He Me-
Hee, B pealibHbIX YCIOBUSIX MPAKTUYECKU HEBO3MOXK-
HO MCKJIIOUMTb BKJIaJ Mpoliecca MUKPOOHOTO OKUC-
JICHVSI METaHa, KpOME CJIy4yasl C WCIIOJIb30BAaHUEM
WHTMOUTOPOB METaHOTPOMUM MPU U3IMEPEHUU Ka-
MEPHBIM METOJIOM.

MeTonpl OIEHKN AMUCCHUM METaHa U3 9KOCHUCTEM
pa3aInyaioTcs B 3aBUCUMOCTU OT TOTO, KaKylO IIJIO-
1IaJb OHW OXBAaThIBAIOT MPU WU3MEPEHUU: KAMEPHBIC
METObl paboTaIOT Ha MaciITabe ~ 1 M2, MUKPOMETEO-
POJIOTMYECKHE METOIbl CIIOCOOHBI OLICHUTH YIElIb-
HBLiA TIOTOK C COTEH U ThIcsTd M2. [1o3TOMY JIOKAJIb-
HYIO SMHMCCHUIO/TIOTJIONICHE MEeTaHa M3y4aloT C I10-
MOIIIbI0O KaMEpPHBIX METOHOB, a OLICHKY YIEJIbHOI'O
MOTOKAa B MaclTadbe OMOreoleHo3a NPOBOIST C HUC-
MOJIb30BAHMEM MUKPOMETEOPOJIOTMISCKIX METOIOB.

BJIIATOOJAPHOCTHU

ABTOpBI TIPUHOCSAT MCKPEHHIOIO 0JIarogapHOCTb
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Abstract—Methane is an important greenhouse gas. Prediction of its long-term effect on climate changes re-
quires understanding of the sources of its release into the atmosphere. The present work aimed to review the
most widely used modern methods for measuring microbial production and emission of methane in soils, and
to assess their applicability to various microbial ecosystems. A classification of methods for measuring meth-
ane production in microbial soil ecosystems is proposed, based on the basic physical and mathematical ap-
proaches to data processing for each method. Under laboratory conditions, methane production is deter-
mined by soil samples incubation and layered mass balance methods, which make it possible to investigate
the methanogenic potential of a microbial community for subsequent simulation of microbial processes;
these methods, however, can not be directly extrapolated to natural ecosystems. To determine methane pro-
duction in field experiments, gradient methods are used, as well as a “deep soil chamber technique” devel-
oped for wetlands. Methods for measuring methane emission are described, as well as their advantages and
limitations. While traditional chamber techniques are simple and therefore widely used, their implementation
is limited by such factors as changes in environmental conditions caused by using the chamber, small spatial
scales, and difficulties in chamber installation in some ecosystems. More recently developed micrometeoro-
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logical methods are free of these limitations and provide for proper estimations of gas emissions for a biogeo-
cenosis even if these emissions are heterogeneous in space and time. To estimate emissions from such specific
objects as landfills and livestock complexes or from large-scale areas (regional or even global), the “inverse
modeling method” is used.

Keywords: methanogenesis, potential methane production, methane emission, chamber technique, micro-
meteorological methods, inverse modeling method

MUKPOBMOJIOTUA TtomMm 90 Nel 2021

23



MHUKPOBHOJIOTHA, 2021, mom 90, Ne 1, c. 24—42

OB30PhbI
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BUOILIEHKN KAK MEXAHU3MBbI ATATITAIINU BACILLUS SUBTILIS
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Banuiibl KOHTPOJIMPYIOT MOBEIeHYECKUE PeaKIui, TaKue KaK MOIBUXKHOCTh, (popMUpPOBaHUE OUOILIE-
HOK, OMocHUHTe3 (bepMEHTOB U MeTa00JIUTOB, NuddepeHLIMPOBKa U IpyTUe IIyTeM UHTErpallii pa3HO00-
Pa3HBIX SKOJIOTUYECKUX CUTHAJIOB Yepe3 CIOXKHYIO peryasaTopHyto ceThb. [Ipeobianaionmm o6pa3omM XKu3-
HU Bacillus subtilis B ecTeCTBEeHHOI cpelie SIBISICTCSI OMOIJIeHKA, OyIyYd MaeaTbHON MOIEIbIO 11 U3yde-
HUST MOJIEKYJISIDHOM cTpaTeruu ee popMupoBaHus. B 0630pe crucreMaTu3npoBaHbl CBeIeHUsI 00 OCHOBHBIX
cucTeMax peryjsiiiy, OTBETCTBEHHBIX 3a MOTEPIO MOABUXKHOCTY U (DOPMUPOBAHUE OUOILIEHOK B. subtilis,
aHaJIM3UPYeTCs MOBeIeHWE OaKTepUii BHYTPU OMOIUIEHOYHOM MOMYJISIUUT, TIPUBOSIIEE K COCTOSIHUIO OU-
CTaOMIBLHOCTU U TN PEepeHLIMPOBKE HA pa3HbIE TUIBI CYOMOITYJISLIVI, OLIEHUBAETCS PETYISITOpHAsT B3aK-
MOCBSI3b MEXIY CUCTEeMaMM1 KOHTPOJISI, OTBETCTBEHHBIMU 3a CUHTE3 CTPYKTYPHBIX KOMIIOHEHTOB MaTpUKCa
6uorieHKU. OCcoObIil aKIIEHT clieJIaH Ha JaHHBIX O CUTHAJIbHBIX MEXaHM3MaX, 3aIlyCKaIINX 00pa3oBaHue
OMOIJIEHKHU U ee qucriepcuio. I1peactaBieHbl 00001IeHHbIE CBEASHUS O TTOCIeAHUX OTKPHITUSIX B 3TOI 00-
JIACTU U MX MHTErpalii B o0llee MpeacTaBiIeHre 00 3TUX CIOXHBIX MUKPOOHBIX COOOIIECTBAX.

KimoueBble caoBa: Bacillus subtilis, GuorieHka, 6MCcTabUIbHOCTb, TPAHCKPUIILIMOHHbBIE PETYJISITOPHI, pe-

MPeCCcopbl, aHTUPETIPECCOPHI, META0OIUYECKAs PETYISIIUsI, CATHAbHbIE MEXaHU3MbI

DOI: 10.31857/50026365620060178

BBEAJEHUWE

B crammonapHoil ¢dase OGauMIBI CIIOCOOHBI K
¢opMHUPOBAHMIO Pa3HBIX adanTallMOHHBIX OTBETOB,
COIIPOBOXIAIOIIMXCS WM3MEHECHUSIMU B PETyJISIIUN
DKCIPECCUN MHOXKECTBa I€HOB, HalpaBJICHHBIX Ha
BbDKMBaHWE. B ecTrecTBeHHOI cpene OMOIIICHKHN SIB-
JISTFOTCSI TIpeobJIafatoniumM 00pa3oM KM3HU OaKTEepUid,
00pa3oBaHMEe KOTOPBIX B IMMUTHUPOBAHHBIX YCIOBUSIX
MNpEeACTaBAsSIeT CIOXHBIA W CTPOro pPeTyJIupyeMblii
npouecc. CnocoOHOCTh CUHTE3UPOBATh OMOTIIIEHKHU
SIBJISIETCSI YACTBIO >KM3HEHHOIO LIMKJIA OOJBIIMHCTBA
MUKPOOPTAaHU3MOB M YCIIELLIHOM CTpaTeruei 3alluThl
OakTepuil OT HeOIArOMPUSATHBIX (PaKTOPOB OKPYXKaK0-
el cpenbl, MO3TOMY MOJIEKYJISIPHBIE OCHOBEI (hop-
MHPOBaHUSI OMOIJIEHOK OCTalOTCs TEMOI BO3pacTa-
IOIIIETO MHTepeca B MUKpobuosioruu. B Hacrosiee
BpeMsI UCIOJIb3YIOT pa3inyHble OaKTeprualbHBIE MO-
eIy IJIS1 BBISICHEHUSI MOJICKYJISIPHBIX MEXaHM3MOB
00pa3oBaHUs U (PYHKIIMOHUPOBaHMSI OUOIIeHOK. st
ATOM LIEIN UACAIbHOM MOAEBIO CYNTAIOT OMOIUICH-
KM obOuTaloImux B ImouBe Oakrtepuit Bacillus subtilis,
KOTOPBIE XapaKTEePpU3YIOTCSI YHUKAJTbHBIMU apXUTEK-
TYPHBEIMUA OCOOEHHOCTSIMU KaK CJICICTBUE CIOXHBIX
IIporpaMM KJIETOYHOI cHeluaiu3aliyd U MeXKJIIe-
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TOYHOM KOMMYyHUKaum B coobiectBe (Ryan-Pay-
seur, Freitag, 2018; Kovacs, Dragos, 2019). DTu mc-
cliefOoBaHUsI HalleJIeHbl Ha BBIICHEHUE DSBOJIOLIUU,
OMOJIOTMYECKOM poJi, MOPPOTOTHTIECKIX OCOOEHHO-
CTeil U CTPYKTYphl OMOIUICHOK, a TaKXKe MOJICKYJISIP-
HO-TEHETUYECKUX MEXaHM3MOB, JeXKallliX B OCHOBE
KJIeTOYHOM U depeHIMPOBKIA BHYTPY MUKPOOHOIO
coobirectBa. OcoObIii MHTEPEC MPEACTABIISIET pery-
JISITOpHasE ¥ MeTaboandecKash B3aMOCBSI3b MEXIY
MPOLIECCOM O0Opa3oBaHUs OWOIUIEHKUA Yy Oamul U
JIPYTMMU KJIETOYHBIMU COOBITUSIMUA CTallMOHAPHOM
¢aszbl, TAKUMU KaK CIIOPYJISILIMS, TIOJBUXKHOCTD, CEK-
peuusi BTOpUUHBIX METaOOJUTOB U OEJIKOB, BKIIOUAs
JIMIONENTUALI 1 BHEKJICTOUYHBIE (DEPMEHTBI, B TOM
yuciie IpoTerHasbl (AKTyraHoB u coasnT., 2019;
Pisithkul et al., 2019). YcTaHoBi1eHO, 4YTO OMOIUIEHKA
B. subtilis copepXUT IIPOTENMHA30-IIPOAYLHUPYIOIIE
KJIETKM U UX KOJIMUYECTBO BO3pacTaeT Mo Mepe pa3Bu-
tus ouorieHku (Kobayashi, Ikemoto, 2019). Kpome
TOTO, T€HBI, IIPOAYKTHI KOTOPHEIX YY4aCTBYIOT B (Op-
MHPOBAaHUU OHOIIEHOK, PEryJSITOPHO B3aUMOCBSI-
3aHBI C CHHTE30M M CeKpelreil pa3IMYHbIX BHEKIIC-
TOYHBIX META0OJUTOB U CUTHAJbHBIX MOJEKYJ IS
KOOIIEPaTUBHOIO B3aMMOIEUCTBUSI B MUMKPOOHOM
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coobmectBe (Martin et al., 2020). Ha ocHoBe HOBBIX
3HaHUI pazpadaThiBaeTcs IiaTopma ISl CO3MaHMUS
HUCKYCCTBEHHBIX OMOIIEHOK MeTonamu 3D-nevatu aist
IIeJICBOTO TIpaKTUIecKoro wucronb3oBanus (Huang
et al., 2018; Balasubramanian et al., 2019). M»sI nena-
€M aKIEHT Ha 0000I1IEeHUM HOBBIX JAHHbBIX, TTOJy4eH-
HBIX IUIST (GOPMUPOBAHMSI, pa3BUTHS M pacCeUBaHUS
OouoruieHOK B. subtilis.

Llenbio paboThI SIBISETCS CUCTEMATU3ALMST JaHHBIX
O Peryjisiiy o0pa30oBaHMUS M OUCIICPCUN OMOTUICHKH
B. subtilis BO B3aMOCBSI31 C IPYTUMU (PU3M0T0TUYE-
CKMMHM TIpolleccaMM CTallMOHApHO# (aswl y 3TUX
OaKTepuid.

CTPYKTYPA BUOIVIEHKHN

B. subtilis aBASIIOTCS TOABVKHBIMU TPAMIIOJIOXKMU -
TEeJIbHBIMU TIOYBEHHBIMU OaKTEPUSIMU, CITOCOOHBI-
MU GHOpMUPOBATh YCTOWUYMBBIE OUOMIEHKU, B TOM
YHcJie, B CHMOMO3e ¢ KOpHIMM pacTteHuii. O6paso-
BaHUE OMOTUICHKU SIBJISIETCSI OMHUM U3 OTBETOB KJle-
TOK B. subtilis Ha HeOmaronpusaTHEIE (PAaKTOPHI Cpe-
IIbl, B pe3yybTaTe (popMUpYyeTCs CTPYKTYPUPOBAHHOE
MHOTOKJIETOYHOE COOOIIEeCTBO OaKTepUii, B KOTOPOM
KJIETKU CLETIJIEHbI IPYT C IPYTOM M 3aKJIIOYEHBI B 11O~
JIMMEPHBIIA MaTpUKC COOCTBEHHOIO MPOM3BOMCTBA
(Hobley et al., 2015). MaTpuKcC BKJIIOYACT 9K30MOJIM-
caxapunpl (EPS), 0enku, HyKJIeMHOBBIE KUCIOTHI 1
CONIEP>KUT KaHaJIbl, Yepe3 KOTOPbIE TPAHCTIOPTUPYIOTCS
MUTaTeJIbHbIEC BEIIECTBA U KUCIOPO/ Y BBIBOASITCS TTPO-
OYKThl OakTepHaibHOTro MeTabonm3ma (Hobley
et al., 2015). MaTpukc obecrednBaeT CTaOMIbHOCTD
OMOIUIEHKHU, 3alUTy COAEPXKAIIMXCS B HeM OakKTe-
puii oT 6akTepruodaroB, HeGJIArONPUSITHBIX BO3AEH-
cTBUIA (OcMoTHYeCcKUii IoK, Y P-0061ydyeHue, BbIChI-
xaHue, usMeHeHue pH cpenbl v 1p.) 1 aHTUOAKTEPU -
anpHbIX TperrapaTtoB (CtpenkoBa u coanT., 2013;
Dragos et al., 2017; Vidakovic et al., 2018; [TonomapeBa
U coanT., 2018). OnucaH MexaHu3M “B3alMOITIOMO-
1 MeXIy KJIETKaMM 0aKTepHii, CIIOCOOHBIMU U HE-
CITOCOOHBIMH (POPMUPOBATh MAaTPUKC, ITOCIIETHUE
MOJIy4aloT BBIFOAY OT KOOMNEPAaTUBHOIO B3auMMOJeii-
CTBUS C KJIE€TKaMM, CUHTE3UPYIOIIUMHU IK30TI0IMCca-
xapuabl (Martin et al., 2020). TecHoe cBsI3bIBaHUE
KJIETOK OaKTepuil yepe3 HAaHOTPYOKMU IJISI COBMECT-
HOT'O UCMOJIb30BaHUsI METaOOJIUTOB U Mepeaadyy CUr-
HaJIOB Ha 0OJIbIIIME PACCTOSIHUS JJI1 COETUHEHUS M-
TabOJIMYECKUX MTPOLIECCOB HAMPaBJICHO Ha CO3IaHUe
€AUHOT0 MUKPOOHOTO COOOILECTBA C pallMOHATIbBHBIM
pacmnpenejieHueM BHEKJIETOUHBIX “OOIIeCTBEHHBIX
O6nar”. OTHOLIEHUST MeXTy OaKTepUsIMM OCHOBAHBI
Ha aKTUBALIMM CJIOXHBIX MEXaHU3MOB MEXKJIETOY-
HOM KOMMYHHUKAIIMU, B 9TUX MPOLIECCaX PEeIaIOIIyIO
POJIb UTPAIOT CUCTEMBI TJIO0AIBHOM PETYISILIMY MeTa-
6onm3Ma: “KBOPYM-CEHCHUHI” Y LUKJIMYECKOTO OU-
I'M®, BciencTBuMe 4Yero akKTUBUPYIOTCS IPOLIECCHI
cekpeluu (hepMEHTOB U BTOPUYHBIX METaOOJUTOB,
cuaepodopoB U MPOTUBOMUKPOOHBIX COeTWHEHU
(Bareia et al., 2018; Kalamara et al., 2018; Fu et al.,
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2019; Kovacs, Dragos, 2019). buomieHka sBasieTcs
OCHOBOI1 [IJIs1 MeTabOJIMUECKOI Koomnepaluu KIETOK
B COOOIIECTBE, a TAKKE CO3MACT YCIIOBHUSI, OJIarompHsIT-
HBIE UTT CUMOMOTHYECKIX B3aMMOOTHOIIIEHIIT MEXKITy
OakTepusIMM M MaKpoOpraHu3MaMu, HaIlpuMep, MeX-
Iy TTOYBEHHBIMU OayuIaMH U KOPHSIMH PacTeCHUA
(Townsley et al., 2018).

I[IpupoaHble OGMOIUIEHKN UMEIOT CIIOKHYIO CTPYK-
TYpy M COCTOSIT M3 MHOXKECTBa BMUIOB MMKpPOOpPIa-
HU3MOB, KOTOPbIE B3aUMOJIECUCTBYIOT MEXIY COOOIA,
MO0 KOHKYPHUPYIOT 3a INUTaTeJbHbIE BeEllecTBa U
MIPOCTPAHCTBO IS >KM3HeAesITeIbHOCTU. [1ocKoIbKy
MPUPOAHbIE OUOMJICHKU SIBJISIOTCSI CMEChIO BUIOB,
4YTO 3aTPYIHSIET UCCICIOBAaHMSI, UX YACTO IIPOBOMIST
Ha OMOIUIEHKaX OOHOTO BUOA B JTAOOPATOPHEBIX YCIIO-
BHSIX, KOTOPBIE MOXXHO KOHTpoJaupoBaTb. Hanbonee
pacIpoCcTpaHEeHHBI CIIOCOO0 ITOIyYeHMs OMOIJICHOK
B JJabopaTopusIX — 3T0 (OPMUPOBAHME ACCOLIUAIINI
MUKPOOPraHM3MOB Ha IOIPY:KEHHbBIX TBEPIbIX IO-
BEPXHOCTSIX, KOTOPbIE BU3YAJIM3UPYIOT C IIOMOIIBIO
KpacuTesisl KpPUCTaUIMYeCKOro (hpuojeToBOTO, APY-
roii croco6 — (popMrpoBaHuEe OMOTIJIEHKU Ha TpaHU-
e pasaeiia Bo3nyx—kuakocTh (Vlamakis et al., 2013;
Hollenbeck et al., 2016). [11akyHOB 1 coaBT. pa3pabo-
TaJIA aJIbTEPHATUBHBII IJIAHIIETHOMY YHUBEPCAJIbHBIIM
METOI OOHOBPEMEHHOIO aHajau3a IUIAHKTOHHON U
OMOIUIEHOYHOI KYIBTYp IS XapaKTepUCTUKHM pPOCTa
OMOIJIEHKM, CUHTE3a BHEKJIETOYHOTO MaTpUKca, MeTa-
0OJIMYECKOM AKTMBHOCTA M MHWHHMAJIBLHOIO YHKCJIa
XKMN3HECIMOCOOHBIX KJIETOK B OMOIUIEHKE HAa OCHOBE
HCITOJIb30BaHMS MOJIUTETPaDTOPITUIICHA, (PUIBTPOB
M3 CTEKJIOBOJIOKHA B KauyeCTBE ITOBEPXHOCTU IS
¢opmupoBanus OuomieHoK (IlmakyHoB u coaBT.,
2016). MeTton mpuUroaeH AJIsi TpaMOTPULIATEIbHBIX U
rpaMIIONIOXKUTEIbHBIX OakTepuii. KpoMe Toro, B Ha-
CTosIIIee BpeMsI KOJIOHMM, KOTOpPBIE pacTyT Ha II0-
BEPXHOCTH YallleK C arapoM, TakxKe paccMaTpUBalOT
Kak ¢opMy OHMOIUIEHKU, MOCKOJIbKY OHU IIPEACTaB-
JITIOT COOOM YCTOMYMBBIE MHUKPOOHBIE COOOIIECTBA
KJIETOK BO BHEKJIeTOUHOM MmaTpukce (Branda et al.,
2001; Gallegos-Monterrosa et al., 2016).

OTIMYUTENBHBIM TTPU3HAKOM OUOILUICHOK B. subtilis
SIBJISIETCSI MHOKECTBO apXUTEKTYPHBIX OCOOCHHOCTEIA;
HX CJIOXKHOCTb OOYCJIOBJI€HA BBICOKOI CTENEHbBIO Kile-
TOYHOI CITeIMaTu3aliu U XapaKTepOM MEXKKIIETOUHBIX
KOMMYHUKALMI CyOnOnyIsiUuii, KOTOPBIE B COBOKYTI-
HOCTH O0pa3yloT COOOIIECTBO, IO CTPOSCHUIO aHaJIO-
TMYHOE MHOTOKJIETOYHBIM opraHu3Mam (Schafer, Tur-
gay, 2019). 1na dhopMupoBaHUs OUMOIJIEHKU KJIETKU
B. subtilis mepexonsIT U3 TVNIAHKTOHHOTO B HEITOIBI:K -
HOE COCTOSIHUE, TPU 3TOM MOAABJISIETCSI SKCIPECCust
XKTYTUKOBEIX T€HOB I MHAYLIUPYETCS SKCIIPECCUS I'e-
HOB, HEOOXOMMMBIX IJIsI CHMHTE3a BHEKJIECTOYHOTO
MaTpuKca, OOyCJIOBJICHHBIX BHEIIHMMU CUTHaJIaMU
(TIOBEPXHOCTHOE CLIETIJIEHUE, UCTOLIEHNE MUTATEb-
HBIX BEIEeCTB, HU3KMI ypOBEHb KMCJIOpoda M Ap.)
(Gingichashvili et al., 2019). [TepBoHaYyaJIbHO KJIETKU
OalMLI IPEICTaBISIOT COO0M KOPOTKHE ITOIBYKHEIC
MajoykKyu, KOTOPhIE MO MEpe Pa3sBUTUS OMOILICHKU
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MPUIAIIAIOT IPYT K IPYTY ¥ K HOBEPXHOCTU M 00pa3yIoT
JUTMHHBIE LIETTOYKU U3 HETTOABVKHBIX KJIETOK, BB -
IOIIX BHEKJIETOUHBII MaTpUKC. MaTpuKC OMOIUICHKI
B. subtilis xapakTepn3yeTcst THIPOPOOHOCTHIO U STBIISI-
€TCsl MICTOYHUKOM MeXaHndecKoii xkectkoctu (Dragos,
Kovacs, 2017). PazpaboTtaHa M”HHOBaLIMOHHAsI TEXHO-
JIOTUSI ONTUYECKOM BU3YyaJIM3allMM IS IIPOCTPaH-
CTBEHHOTO U BPEMEHHOTO CJICKEHUS 3a TUHAMUKO
pa3BUTHUs OMOIIJICHKU B. subtilis B pa3IUIHBIX yCIIO-
BUSX IS ONpelesieHUsI HEPOBHOCTEN W TOJIIWHBI
OUOTIIEHKHU, pacIIpee/IeHUs] B Hell KIETOK C pa3ind-
HBIM (eHOTUIIOM (TIOABVIKHOCTh, MPOIYKIIUS MaT-
pUKca ¥ CITOPYJISILIUS ) C TIPUMEHEHNEM MEeTOIa Meue-
Holt TpoitHoi payopecueHunu (Wang et al., 2017).

OOmupHbBIEe CKJIAAKM I MOPIIMHEL Ha IIOBEPX-
HOCTHM OMOITJIEHKM OalllyI paccMaTpUBaIOT KaK pe-
3yJIbTaT MEXaHUYECKON HEeCTaOWJILHOCTU B CBSI3U C
MepeaBKeHUEM KIIETOK BHYTPY OMOTUICHKH WJIT JIO-
KaJan30BaHHOM TMOenu KieTok. IIpemmyliecTBo B
00pa3oBaHUU CKJIAA0K MPUBOIUT K YBEJIUYESHUIO OT-
HOIIIEHUSI IIOBEPXHOCTU OMOIUICHKM K €€ 00beMY IS
o0ecIieueHMs JIyqIIero JOCTyIIa KJIETOK K KMCIOPOLY
(Asally et al., 2012; Trejo et al., 2013; Kolodkin-Gal et al.,
2013). MopIIuHBI CIIOCOOCTBYIOT (DOPMUPOBAHUIO
CJIOKHOM CETH KaHaJIOB BHYTPHU OMOIIJIEHKH, 00Jer-
yasi HUPKYJSLIMIO XUIKOCTU U pacTipeae/ieHUe MuTa-
TEJIbHBIX BEIIIECTB B T€X YaCTIX OMOILUIEHKU, KOTOPhIE
HEIOCTYIHBI TU(PPY3NOHHBIM MpolleccaM; KaHaIbI
BHYTPU OUOTIJIEHKU B3aUMOCBSI3aHbI U X MOP(OJIO-
T'Ys ¥ KOJIMYECTBO 3aBUCUT OT BO3pacTa OMOIUIEHKU U
ycinoBuii mutaHus O6akrepuii (Gingichashvili et al.,
2019). YcraHOBJIeHO, YTO KaHa/Ibl BHIIOJHSIIOT BaX-
HYI0 (PYHKIIMOHAIBHYIO POJIb B TPAHCIIOPTE MOJIEKYJI
yepe3 CTPYKTYpbl OMOIUIEHKM, YTO ITO3BOJISIET KM~
KOCTU 3(p(HEeKTUBHO MPOXOIUTh B OoJjiee TIIyOOKUE
cliou nepudepuu 3penoii ouoruienku (Gingichashvili
et al., 2019). Ha moBepxHocTu OuoIIeHKU B. subtilis
WICHTU(PULIMPOBAHbI BO3AYILIHBbIC TOMEHBI, IIpEI-
CTaBJISIIONINAE YYACTKU IJIsI CIIOPYISILIMM U PacIIpo-
cTpaHeHUs OakTtepuanbHbIX criop (Branda et al.,
2001). Takas TpexmMepHasi apXUTeKTypa obecreuruBa-
€T LIEJIOCTHOCThL OUOIUIEHKU B. subtilis 1 BaxxHa IS
aganTalyy U BBDKMBAHUS MUKPOOHBIX KJIETOK.

PEI'vJAOMUA CUHTE3A
MATPUKCA BUOIUVIEHKHA

I'eHbl, OTBETCTBEHHBIE 32 00pa30BaHUE K30II0-
JIMcaxapuaoB MaTpHUKCa, BXOAST B COCTaB eps-0IIepo-
Ha (Nagorska et al., 2010; Marvasi et al., 2010; Roux
et al., 2015). JedekTHble IO 3K30IMo0JMcaxapuaam
€pS-MyTaHTHI OallJUI 00pa3yIOT IJIOCKUE U YPE3BbI-
YaifHO XpYyITKHEe KOJOHWH, CITIOCOOHBIE pacTH 1 Pop-
MHUPOBaTh LENOYKMU U3 KJIIETOK, YACTUYHO COomepKa-
IIMX BHEKJICTOUYHLIA MaTepuall Ojarogapsi CUHTE3Y
JIOTIOJIHUTEJIbHBIX KOMITIOHEHTOB MaTpuKca OeIKo-
Boii ipupoxakl (Branda et al., 2006). MyTtamnuu B reHax
¢depMeHTOB, YYaCTBYIOIINX B OMOCUHTE3€¢ MaTpUKCa,
pgcA (paHee yhxB), xogupymoluii o.-(ocdorioko-

MyTasy, n graB, xomupywommii YT®-rmoko30-1-
dochar-ypununrpaHchepasy, IpUBOASAT K Hapyle-
HUSM B obpazoBaHuu OuoruieHKu (Lazarevic et al.,
2005). MytaHTHI, Te(peKTHBIE 110 CUHTE3Y YPUIH-
nudocdar-ranakro3sl (UDP-Gal), KoTophlii B Kaye-
CTBE IIpeAlIeCTBEHHNKA HEOOXOAM JIJISI OMOCUHTE3a
9K30IoJIMcaxapuaa, He (hopmupyior onoruieHKy (Chai
etal., 2012). UDP-Gal ssBsieTcs TOKCUYHBIM ITpOMeE -
XKYTOUHBIM MHPOAYKTOM B MeTabOJIM3Me TalaKTO3blI,
KOTOpBI TIpeobpasyeTcss B HeTokcmuHyro UDP-
[JIIOKO3Y ¢ MoMolnbio Y P-rimoko3a-4-3nmmMepasbl
(GalE); npu myTauuu B reHe galE, B IpUCYTCTBUU Ta-
JTakTO3hI B pesynbTare HakoruieHuss UDP-Gal ripekpa-
IaeTcs pocT KJeTok. Hanbojiee n3yyeHHBIM MpO-
IIYKTOM TE€HOB eps-oriepoHa siBisieTcsd 6enok EpsE.
D10 OMPYHKINOHAILHBINA OEJIOK, KOTOPBIA yJacT-
ByeT B KOHTpoJie OMocuHTe3a KoMroHeHToB EPS.
benox EpsE nHrubupyeT BpallieH1E XTYTUKOB, B3a-
NMOIEHCTBYSI ¢ OeIKOM poTopa XryrukoB, FliG, n
o0JIagaeT aKTUBHOCTBIO TJIMKO3UITPaHCchepasbl, KO-
Topast Heobxonuma 11t omocunrte3a EPS (Gutten-
plan, Kearns, 2013). I1pu aTOM MHrHOMpOBaHUE TBU-
KEHMSI TIPOMCXOIUT HE3ABUCHMMO OT IJIMKO3WITPAHC-
depaszHoit aktuBHOCTU Oenka EpsE. Takoit MmexaHu3sm
PETYJISIIAM CITOCOOCTBYET aKTUBHOMY (DOPMUPOBAHUIO
MaTpuKca OMOIUIEHKU MPHU BBIKIIOUEHUN MOABUKHO-
CTH KJIETOK. Y HEKOTOPBIX IUTAMMOB B. subtilis akTUBHO
CHHTE3UPYETCSI M CIIOCOOCTBYET YCHJICHUIO OOpa3oBa-
HUS TIOJIMMEPHOIO MaTpUKCa APYroil BHEKJIETOUHBIM
MoJiMMep, ramMmMa-ToaurIyraMuHoBast kuciora (PGA)
(Morikawa et al., 2006; Wu et al., 2008). CriekTp 3K30-
nonvcaxapunoB B. subtilis, KOTOpbIe BXOASAT B MaTPUKC
OUOIUIEHKH, BApbUPYET B 3aBUCUMOCTH OT YCJIOBUIA PO-
cra (Roux et al.,, 2015). Korma mramm B. subtilis
NCIB3610 BeIpammuBaid B Cpele, ComepxKalleii riy-
TAMUHOBYIO KHCJIOTY U IJIMLEPUH, B YIJIEBOTHOM
onomMacce IIPUMCYTCTBOBAJIM TaKMe MOHOCAaXapWIbl
KaK TrajlakTo3a, IJIoko3a u N-aleTwirajiakro3a
(GalNAc); pacnpocTpaHEHHOCTb KaXJIOro caxapa
3aBHCeJIa OT LIEJIOCTHOCTH reHoB eps-ornepoHa (Chai
et al., 2012). B cooTBeTCTBUM C 3TUMM JaHHBIMHU, Te-
HBI, y9aCTBYIOIIE B METa0OJIM3MeE TrajlakKTO3bl, BaXK-
HBI 1151 GOPMUPOBAHMS OMOIUIEHKU.

AHanm3 monmcaxapugoB mTamMma B.  subtilis
NCIB3610, BripaiieHHoro B oynsoHe TY (LB ¢ mo-
OaBieHMEM cyibdaTa MapraHia M cyjiabdaTa Mar-
HUSI), BBISBUJI MaHHO3a-IOMUHUPYIOIIUNA Tpohuib
MOHOCAaXapuao0B, 3aBUCUMBII1 OT eps-onepoHa (Jones
et al., 2014). I[To-BunuMoMy, IIpUpoIa MoJIMcaxapu-
na, TIPOAYIIMPYEMOTO KOMITOHEHTAMU eps-OIlepoHa,
3aBUCUT OT JOCTYIHBIX CyOCcTpaToB. B nonoiHeHue K
BK30IIoJIUCaXapuaaM, CUHTE3MPOBAHHBIM MO KOH-
TPOJIEM eps-ONepoHa, ITamMMbl B. subtilis nnst oopa3o-
BaHUSI MaTpUKCa CUHTE3UPYIOT BK30TeHHBIN Mojuca-
xapuz JieBaH (ToMoronmMep (pPyKTO3bl), OMOCUHTE3
KOTOPOTO 3aBUCHT OT JieBaHCaxapasbl, KOIUPYEeMOit
reHoM sacB (Benigar et al., 2014; Raga-Carbajal et al.,
2016). I1pu pocte GakTepuil B MPUCYTCTBUU B Cpele
caxapo3bl JIeBaH BKIIIOYAETCS] B MATPUKC OMOTUIEHKH,
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YTO YaCTUYHO KOMIICHCUPYET OTCYTCTBUE IIPOIYKTOB
eps-onepoHa (Dogsa et al., 2013). BkitoyeHue 6akTe-
pUsIMU JIeBaHa B MAaTPUKC OMOIUICHKU, IIPU YCIOBUM,
YTO caxapo3a NPOAYLUPYETCS PACTEHUSIMU, MOXKET
OBITH aKTyaJbHBIM IJIsI GOPMUPOBAHUS OMOIIJIEHKH
B. subtilis B puzocdepe B eCTECTBEHHOI cpefe.

LlenocTHOCTh CTPYKTYPBI OMOTIIEHKH O0YCIIOBIIM-
BalOT 2 CeKpeTupyeMbIX Oenika B. subtilis, TasA u
TapA, 06a KognpyroTCcsI TeHHBIM KJIACTEPOM, COCTOSI-
IIUM U3 TpeX TeHOB fapA—sipW—tasA (tapA-oriepoH)
(Branda et al., 2006). 'omomoru TasA mmpoko pac-
npoctpaHeHbl cpeau Oaumut (Dragos, 2017). benok
TasA paccMaTpuBasicst Kak (hbyHKUIMOHIBHBIN aMu-
JIOUIONONOOHBIIT OEJIOK, KOTOPBIM CHUHTE3UPYETCS
Kak MOHOMEp, coOMpaeTcs B [UIMHHBIE BOJOKHA
(pubPUILIBI) U TPAaHCIOLUPYETCS Yepe3 MeMOpaHy ¢
y4acTHEM CUTHaJIbHOI HmenTuaas3bl SipW; cHapyXu ¢
MOMOIIIBIO Oenka-TmoMoniHuka TapA BOJIOKHA TIpH-
KPEeTUISIIOTCSl K KjieTouHou cTteHke (Romero et al.,
2014). benok TasA sBasgeTcst GyHKIMOHAIBHBIM T'O-
MOJIOTOM aMMJIOUIHBIX O€JIKOB Kypnu E. coli, oH monm-
MEPUBYETCS in Vitro U CIIoCOOEH B3aMMOIEHCTBOBATh C
aHTUTEJIaMU, CIICHU(PUIHBIMU JIJIST AMWJIOUITHBIX 10~
mumepoB (Huang et al., 2018). OunineHHbIN 0eJIOK
TasA HaxomuTcsl B pacTBOpPE B OJIMTOMEPHOM COCTOSI-
HUM, BOJIOKHOOOpPa30BaHUE U3 OJIUTOMEPOB TasA cTu-
MYJIMPYETCsI B KMCJION Cpelie, JIMOO B IPUCYTCTBUM T -
podobHoit moBepxHocTr (Chai et al., 2013). M3yueHue
in vitro pa3JIMYHBIX OJIUTOMEPHBIX (DOPM CEKPETUPY-
eMoro 6enka TasA ¢ momombsio AMP, DM, peHTre-
HOBCKOI IU(MPaKINU U aHATUTUYESCKOTO YIbTpalleH-
TpudyrupoBaHUs II0Ka3ajao KOH(OpMallMOHHEIE
n3MeHeHUs TasA OT ITT00YIITPHOTO COCTOSTHUS IO TTPO-
TEMHA30-yCTOMYMBON (DUOPMIUISIPHOI CTPYKTYPBI, UTO
He HaOyojaeTcs sl APYruxX OMOIUIEHKOOOpa3yro-
mux 60enkoB (Diehl et al., 2018). Ha ocHoBe MeToma
TBepaoTeabHoro IMP ycTtaHoB/IEHO, YTO OCHOBHOI
AMWIOUIHBI KOMITOHEHT TasA comepKUT [-TuCThI
¥ O(-CIIHUpPaIX BO BTOPUIHOM CTPYKTYpe, YTO CBUIEC-
TEJILCTBYET O HETUITMYHON aMUJIOUIHOM apXUTEKTY-
pe v B. subtilis (Mammeri et al., 2019).

MyTaHTHI 110 TeHY fasA OUOIJIEHKY He 00pa3yioT,
HO 3TOT Ie(eKT He TaKOii CyllIeCTBEeHHEBII, KaK y My-
TaHTOB IO eps-TeHHOMY Kiactepy (Branda et al.,
2006). tasA-MyTaHTbI TPOLYLUPYIOT KIETOUHBIE 1Ie-
I, KOTOPhbIe He CIIOCOOHBI yIepXXUBAaThCSI BMECTE,
WHAKTUBAIIUS TeHa fasA Takxke CBsI3aHa C OTCYTCTBU-
eM (OpMUPOBAHNUSI MOPILIMHUCTON OMOIMJIeHKU. be-
J0K TasA y4acTByeT B YHOPSAOYEHHOM CO3pPEBaHUU
ownorieHKU Bacillus. Ero oTcyTcTBHE IIPUBOIUT K PSI-
Iy (U3MOJOTUUYECKUX U3MEHEHMI, BbI3BAHHBIX W3-
MCEHEHMSIMHU CTaOMJILHOCTU M TWHAMHUKM MeMOpaH,
CHMZKAET KM3HECIIOCOOHOCTh KJIETOK IPMU B3aWMO-
JIeCTBUM 3a CUET OTCYTCTBUSI CTPYKTYPUPOBAHHOTO
MaTpUKCa, 4TO, B CBOIO OUepelb, OrPaHUYMBAET BO3-
MOXKHOCTH ajarrTalliy KJIETOK K cTpeccaM (Camara-
Almiron et al., 2020). TasA nposiBiIsIeT aHTUMUKPOO-
HEBIE CBOMCTBA; 3KcIpeccusi fasA B OUOIUIEHKax
B. subtilis ycunuBaeTcst B IpUCYTCTBUM NaToreHa Fu-
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sarium culmorum (Khezri et al., 2016). MHTepecHO,
yTo TasA Tak:Ke UrpaeT BaxKHYIO poJjib B pacio3HaBa-
HUU POJICTBEHHBIX CBSI3eil MeXOy OJIM3KOPOICTBEH-
HBIMM IITaMMaMu B. subtilis, 9TO onmocpenyercs pas-
JIMYHBIMUY MTHTUOMpYIOLIMMU MoJieKytamu (Lyons et al.,
2016). HakoHel1, fasA-MyTaHTHBIE IITaMMBI Te(eKT-
HBI B (pOPMUPOBAHUM CBSI3aHHBIX ¢ KOPHEM OUOTLIE-
HoK (Dragos et al., 2017). IlockonbKy pu3ocdepa
pacTeHMi1 IIpeICcTaBiIsIeT eCTECTBEHHYIO Cpeay OOu-
Tannd B. subtilis, TasA MoXeT OBITh OTHUM U3 KJTIOUE-
BBIX CEKPETUPYEMbBIX COSAUHEHMIA, OIpeneIsTIoIINX
9KOJIOTUIO Y 3BOJIIOLIMIO 3TOTO BHA.

benox TapA ob6pa3yeT MUHOPHBI KOMITOHEHT BO-
JIokoH u3 TasA Genka, cBsI3bIBaeTcsl ¢ TasA M ydyacT-
BYeT B MPUKPEIJICHUN BOJOKOH TasA K KJIETOYHOIt
CTeHKE, UTPACT BaXKHYIO POJib B €T0 JIOKAIU3aluu, a
TaK:Ke B MOJTMMEpU3aliii U cOOpKe BOJIOKOH TasA u3
MmoHoMepoB (Romero et al., 2014). B orcyrcTBHE reHa
tapA He o6pa3yloTcs TasA-BOJIOKHA AUKOIO TUMA, U
YMEHbIIIaeTcs1 o01unii ypoBeHb TasA-0eka B 5K30-
FeHHOM MaTpukce. JlaHHbIe CBUAETEILCTBYIOT, UTO
oenok TapA obGecrnieumBaeT cradMIM3annio Oelka
TasA, B cBsi3u ¢ yeM pubpusisipHast popMa Oejika
TasA 6Goiiee ycToMYMBA K pacCIleIICHUIO IIPOTeUHA-
3aMM, TT0 CpaBHEHMIO ¢ oJmromepHoi popmoii. Co-
[JIACHO 3TUM BBIBOJaM, JieJielinsl TeHa tapA TakxKe siB-
JIIeTCsT KPUTWYHOM UIsT 0Gpa3oBaHUs OWOILIEHOK
B. subtilis.

CurHanbHas mentuaasa SipW paciieruisieT mpe-
mecTBeHHUK Oenka TapA, pacmo3HaBasg N-KOHIIe-
BYIO CUTHAJbHYIO ITOCJIEN0BATEJIbHOCTb, YTOOBI Oe-
JIOK BBEICBOOOXHIaJICS M3 MeMOpaHbEI 1 (DOpMUPOBaI
¢GuOpWIIpHBIE BOJIOKHA, CBSI3aHHBIE C KIIETOYHOM
creHkoi (Stover, Driks, 1999). Myraiiuu B rene siph”
y 1IITaMMOB B. subtilis IpyuBOOMIN K HAPYILICHUSIM B
MPUKPEIJICHNHN K ITOJIMBUHWIXJIOPUIHBIM MJIA CTEK-
JITHHBIM MOBEPXHOCTSM B YCJOBHUSIX J1aOOpaTopuu
(Hamon et al., 2004). D10 cBSI3aHO C TEM, YTO IIEIITU-
nmaza SipW gBisieTcst OMYHKIIMOHAJILHBIM OEJIKOM,
KOTopasi paboTaeT KaK CUTHaJIbHas TeTNThaa3a B Ipo-
neccuHre 0enkoB TasA u TapA u (PYHKIIMOHUPYET
IUIST aKTUBALIMM 3KCIIPECCUM eps-OIlepOHa IIpu yda-
ctumn C-KoHlIeBOro foMeHa 6eyka. Takast akTuBalus
HeoOxoauMa I MTHULIMALMKY 00pa30BaHUsI MATPUK-
ca OMOIUIEHKH B pe3yJIbTaTe IIPUKPEIUICHUS KIIETOK K
TTOBEPXHOCTM.

Ha 3akimouuTenbHBIX  3Tamax  CcoO3peBaHUS
OMOIIJIEHKM CHUHTE3UPYETCsI OaKTepraJbHBIN THIPO-
¢obuH BslA, KkoTopblii paboTaeT BMecTe ¢ OeJIKOM
TasA (Hobley et al., 2015). Benok BslA (panee YuaB)
HEOOXOOUM IS TIOBEPXHOCTHOM THUIPOPOOHOCTH
ouorieHKU B. subtilis 1 dopMUpoBaHUsI ee CIOXKHOM
MopdoJioTun U apxuTeKTyphl (Arnaouteli et al.,
2017). buornenka B. subtilis ¢ nepeKTHBIM (heHOTH-
oM bslA~ obmamaeT aMmOUPUIBHBEIMA CBOMICTBAMU U
HaITOMMHAET MyTaHTHI C JIeJIelIMeil TeHOB eps U fasA
(Ostrowski et al., 2011). bemok BslA sBasercst mo-
BEPXHOCTHO-aKTUBHBIM U COCTOUT W3 IBYX TOMEHOB —
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WMMYHOTIJIOOYJIMH-TIONO0OHOTO OMEHAa U YHUKaJb-
HOTO BbICOKO ruapogooHoro nomeHa (Hobley et al.,
2015). benok BslA umeeT nBe CTpYKTYpHbIE KOH(OP-
MallM, KOTOPbIM COOTBETCTBYIOT JiBe (DYHKIIMOHATb-
HbIe (OPMBI: MOHOMEPHBI BsIA HeoOXxommum miIst co-
3[0aHUS CJIOXKHOU CTPYKTYpbl OMOTUIEHKH, TOTIa KakK
JJ1s1 TUIPOo(OOHOCTU TTOBEPXHOCTU OUOIUIEHKU Tpe-
oyerca muMmepHBIt 6eiok (Arnaouteli et al., 2017).
Humepuzanust BslA onocpenyeTcst oopa3zoBaHUeM Au-
CyJb(MUIHON CBS3M U 3aBUCUT OT JIBYX KOHCEpBaTHB-
HBIX OCTATKOB LIMCTEMHA, PACIIONIOKEHHbIX B C-KOHIIe-
BOI1 00slacTU MoJieKysbl 6enka. KoHdopMaiimoHHbIH
Mepexo Peryaupyercss OKHUCIUTEIbHO-BOCCTAaHOBU-
TEJIbHBIM CTaTyCOM CPeJbl: B HATUBHOI OUOTLIEHKE 10-
CTYITHOCTb aKIIENTOopa 3JICKTPOHOB BJIUSIET HA OJIUTO-
Mepu3annio BslA, m B obGorameHHON KHUCIOPOAOM
00JIaCT! C OTKPBITOM IMOBEPXHOCTHIO MpPeobIamao-
el GopMoii SIBJISIETCST AUMED.

TaknMm o0Opa3om, Bce KOMIIOHEHTHI MaTpHKca
ouoruieHku, ak3omnonucaxapuasl (EPS, PGA) u 6emn-
ku (TasA, TacA u BslA), HeoOXomuMBI 111 (hOPMUPO-
BaHMSI BHEKJICTOUHOTO MaTpukca B. subtilis i BIASIOT
Ha POCT 1 KOHEeUHbIe pa3Mepbl OuoruieHKU. Ha ocHoBe
METONOB MHTEPBAJIbHON MMKPOCKOIIMUA U CBETOBOM
MpOoMIOMETPUN YCTAHOBJIECHO, YTO JIBa MAaTPUYHBIX
KOMIIOHEHTa, BK30IoJucaxapul, IMpoayLupyeMblit
reHoM epsA-O oriepoHa, 1 6eJI0K ITOBEPXHOCTHOTO CJIOSI
BslA KOHTpOJMPYIOT 007aCTh TTOKPBLITHS OMOTIJICH-
KO, TIpuYeM BbICOTa 3pesioii OUOIIJIEHKH 3aBUCUT OT
oenka BslA (Kesel et al., 2017). BzaumMoneiicTBusI
MEXIy KOMIIOHEHTaMM MaTpuKca B OMOIUIEHKaX OT-
BETCTBEHHBI 32 CO3JaHUE aIallTUPYEeMO CTPYKTYPhI
B IIpoliecce pa3BuTHs onoruieHKH. [lokazaHo, 4To Ha
PAHHMX 3Tarax pa3BUTHS OMOTUICHKH IpH (popMHUpoBa-
Huu ee 3D-CcTpYyKTypbl C KOMITOHEHTAMU MaTpYKCa B3a-
nMoaeicTByeT 3k3oreHHas JIHK, kotopast Takxke BHO-
CUT OIIpeNeICHHBIN BKJIal B CO3peBaHNEe OMOIICHKH
B. subtilis (Peng et al., 2020).

BUCTABMJIBHOCTDb BUOIINIEHKHN

®dopMupoBaHre U pa3BUTUE OUOTIJIEHKU, CUHTE3
KOMITOHEHTOB BHEKJIETOYHOI'0 MaTpUKCa CTPOro pe-
TYJINPYIOTCSI HAa YPOBHE TPAHCKPUIILIMU, TOCTTPaH-
CKPUIIMOHHBIX Y TTOCTTPAHCISILIMOHHBIX MOAU(UKA-
muii (Reverdy et al., 2018). B m1aHKTOHHOI OITYJISILIANA
BCE KJICTKU TTOABUKHBI, 9KCIIPECCHs TeHOB, HEOOXO-
JUMBIX JJIsl TIOABUKHOCTU, 0OecreuynBaeTcsi, Korma
TpaHCKPUMNLMOHHBIE peryisiTopel Spo0A, DegU,
ComA HaxongsTcs B HepocPopuIMpoOBaHHOM COCTO-
SIHAM; UX aKTUBALIYs B OTBET HA MPUCYTCTBUE Pa3HO-
00pa3HbIX BHEKJIETOUHBIX CHUTHAJIOB TIPUBOIUT K
YMEHBIIICHUIO TIOMYJISIIUM TTOABVIKHBIX KieToK (Vla-
makis et al., 2013). B nporuiecce co3peBaHUsI OUOIIJIEHKU
KJIETKU Oalmul AuddepeHMpPYIOTCsS Ha HECKOJIbKO
TUTIOB, 00Opa3ysl CYOITOIyJISIIUM TeHETMYECKH WICH-
TUYHBIX, HO TI0 (DEHOTUMY OTJIUYHBIX KJIETOK, KOTO-
pbIe pearupyloT Ha pa3IMYHbIe CUTHAJIBI U BLITTOJTHSI-
IOT pa3Hble (PYHKIIMU JIJISI BCETO COOOIIEeCTBa, YTOOHI

MWHUMU3UPOBATh 3aTpaThl SHEPTrUU, HaIpUMED,
MpeaoTBpallias TOTaJbHbIN MEPexXo KJIETOK B 9HEP-
roemkuii nmpotiecc criopyisituu (Lopez, Kolter, 2010).
3a aKkTUBaLMIO CIeUU(pUIECKUX T€HHBIX KacKaoB,
KOTOpBIE MPUBOIAIT K TUPdEepeHIIMPOBKE BCEX COCY-
ILIECTBYIOIIMX TUITOB KJIETOK B OuOIUIeHKaxX B. subti-
lis, OTBETCTBEHHA CJIOXKHAS PETYJIITOPHAS CETh.

BriepBrie nmdpdepeHInanms KJIeToK B OMOIIICHKE
YCTaHOBJIEHA MyTeM MUKPOCKOITMUECKOTO UCCIeI0Ba-
HUS, B pe3yJibTaTe KOTOPOro B BO3AYIIHBLIX JOMEHAX
OGUOIUIEHKH OOHApYXKeH CITeU(UIHBIN IS CIIOPYJIsI-
uuu penoprep (Branda et al., 2001). BriocneacrBuu
STU JaHHBIE ITOATBEPIWIN BDKCIIEPUMEHTHI, MOIY-
YeHHBIE ¢ TTOMOIIBIO (DBIOXXH-BEKTOPOB C (hiryopec-
HeHTHbIMU penopTepamu (Veening et al., 2006).
BHyTpu OGMOIUIEHKM WOEHTU(PULIMPOBAHBI KIJIETKU,
creManu3Mpylolmecss Ha NOABUXKHOCTU, (HOpMU-
pOBaHUU TMOJUMEPHOTO MaTpHUKCa, CHOPYJISILHU,
cexpennu 3k3o01porenHas. C IIOMOIIBIO IPOTOYHOMI
LUTOMETPUU U (DIYOPECHEeHTHON MUKPOCKOIIUU
YCTaHOBJICHO, YTO KOJUYECTBO KJIETOK, MPOAYLIUPY-
IOIINX 3K30IPOTEUHA3hl, YBEINYUBAETCSI 110 Mepe
cO3peBaHUs OMOIUIEHKH Y 00YCIOBJICHO YBEJTMYEHM -
€M TPaHCKPUIILMU TeHOB 3K30IMpPOTeHUHA3, a TaKXke
YBEJIMYEHUEM aKTUBHOCTU K30IIPOTEUHAa3 BO Bpe-
meHu (Marlow et al., 2014a). I1poTenHa3bl CUHTE3M-
PYIOTCS KJIETKaMU, MPOLYLIMPYIOIIUMU MaTPUKC, TaK
U KJIETKAMU, He MPOAYLMPYIOIIMMUA MATPUKC, YTO
YKa3bIBaeT HA 3HAYMMOCTb 3TUX (PepMEHTOB Ha pa3-
HBIX CTaAMSIX Pa3BUTUSI OMOIUIEHKU. JlaHHBIE 3THUX
SKCIIEPUMEHTOB YBEJIMYWIN pa3HOOOpa3ue THUIIOB
CHeLaIM3UPOBAHHBIX KJIETOK OMOIUIEHKU U CBUIE-
TEJILCTBOBAJIU O PETYJISITOPHOM MIaCTUYHOCTU COO0-
ILIEeCTBA.

AxtuBanus SpoOA-TpaHCKPUIIIIMOHHOTO (haKTo-
pa myteM (pochoprmInpoBaHUs 3allycKaeT oopa3oBa-
HHUE CIIOp TOJBKO B ONpeAe/ieHHON CyOoIomy/siiuu
kieTok B. subtilis (Fujita et al., 2005). CymecTByet
JIBA Pa3JIMUHbIX YPOBHSI aKTHUBAllUM TPAHCKPUIIIIU-
oHHoTO0 akTopa Spo0A-P: HU3KUI ypOBEHb aKTUBa-
muu (kiietku Spo0A-ON) mpuBogUT K 00pa30BaHUIO
MaTpukca, a 60ojiee BbICOKMIA YPOBEHb — K CIIOPYJIsi-
uu (puc. 16). Kiaerku Spo0A-ON cTaHOBSTCS TIpo-
IyLEHTaMU MaTpUKca, OHU TePSIIOT MOABUKHOCTD My~
TeM akTuBanum cuerieHus (6emoxk EpsE) (Gutten-
plan, Kearns, 2013). Kpome Toro, kinetku Spo0A-ON
SIBJISIIOTCSI KAaHHUOaJaMM, OHM HEBOCIIPUMMYMBBI K
JNIEUCTBUIO JIBYX CaMOCEKPETUPYEMBIX TEeNTUIHBIX
ToKCcHHOB (rentuabl Skf u Sdp), KoTopble yOUBaIOT X
YyBCTBUTENILHBIX K TOKCMHaM cobpaTtbeB (Hofler et al.,
2016). DToT mpolecc paccMaTPUBAIOT KaK KaHHUOA-
JIU3M: KOTJa TMUTATeJbHBIX BEIIECTB HEIOCTATOUHO,
MEpPTBbI€ KJIETKM CIyXaT MUILed IS OCTaBLIMXCS
KJIETOK TMOTMYJISILIMM 1 33A€PKKU ITpoliecca CIiopooo-
pa30BaHUsl; 3TOT IPOLIECC OMOCPEAYIOT CEKpeTUupye-
Mbie ipotenHassl (Kobayashi, 2019).

Axtusanus ¢pakropa ComA (ComA-P) npuBogut
K 1nddepeHINPOBKE U 00pa30BaHUIO B COOOIIIESCTBE
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Puc. 1. PerynsitropHble 1yTH, KOHTpOJUpylolve popMupoBaHue OUOTUIEHKU Y B. subtilis: a — cxema aeiictBust SinR pernpecco-
pa; 6 — MexaHU3M 00pa30BaHUs OMOIUICHKU B. subtilis 101 KOHTPOJIEM TPaHCKPUIILIMOHHOTO peryiisitopa Spo0A-P; B — cxema
yJacTusl TpaHCKpUITINOHHBIX (pakTopoB DegU-P n1 ComA-P B koHTposie oOpa3oBaHus 6uorieHKH B. subtilis. T-oOpa3Hast

npsaMmas o0o3Havaet I/IHFI/I6I/IpOBaHI/Ie, a CTpEJIKaMU yKa3aHbl ITYTU aKTUBalluU. OnucaHKe CXeMbl B TEKCTe.

CcyOdpakiy KOMIIETECHTHBIX KJIETOK, KOTOPbIE CITO-
CcoOHBI Tormomarh 3k3oreHHyo JHK, aToonr yBenm-
YUTh T€HETUYECKYI0 M3MEHUYMBOCTH B ITOITYJISLIMM.
AktuBauuss ComA-P perynupyeTcsd MeXaHU3MOM
KBOPYM-CEHCHHTIA M 3allyCKaeTCs P TOCTKECHUN
oInpeAesIeHHOM IIJIOTHOCTU KieTokK (Zeriouh et al.,
2014). Kpome Toro, kietku ComA-P skcnpeccupyior
MapakpMHHBII CUTHANI CypdaKTHUH, KOTOPBIil 3aITycKa-
€T 9KCIIPECCHIO T€HOB U OIIEPOHOB [IJIsI 00pa30BaHUSI
Marpukca (puc. 1B) (Aleti et al., 2016). AKTUBHOCTb Ma-
poI peryiasitopoB otBeta ComA/ComP momymmpyercs
curHaTbHBIM TienTuaoM ComX, KOTOPBIN KOHTPOIM-
pyeT B KayecTBe aBTOMHAYLIMPYIOIIETO CUTHaja Mpo-
LIECCHl KOMITETEHTHOCTH, IIPOAYKIMU cypdakTaHTa
U, KOCBEHHO, CUHTE3 BHEKJIETOYHBIX MPOTEMHA3 B
B. subtilis (Spacapan et al., 2018). DTu poLecchl pe-
TYJIMPYIOTCSI B COOTBETCTBUHU C pa3MepoM OaKTepHaIb-
HOM nonynsiiuu, kKiaccuduunpyss ComX Kak cUTHaI
KBOPYM-CEHCHHTAa, KOHTPOJUPYIOIIUIA IIPOIYKIIAIO
9K30IIPOTENHA3 4Yepe3 IPOMEXYTOYHEBIN PETryJIsiTOp
Tpanckpunuuu DegQ.

AxTuBauus TpaHCKpUIILIMOHHOTO hakTopa DegU
(DegU-P) npuBoaut K oOpa3oBaHUIO B COOOIIIECTBE
CyOomomnyasiiuy KJIETOK, Ha3bIBa€MbIX “MaiiHephl”,
KOTOpHBIE CHEeINAIM3UPYIOTCS Ha CeKpelu BHEKIIC-
TOUHBIX ITpoTenHa3 (puc. 1B) (Veening et al., 2008).
ITpomyKThl 3TUX KJIETOK CIIOCOOCTBYIOT paclierie-
HUIO KPYNHBIX OMOIIOJMMEpPOB Ha OoJjiee MEJIKue
oymurornierrtuabl. [Tokaszano, yro mentug ComX MH-
OYLUPYET 3KCOPECCUI0 I'eHa CyOTuau3uHa aprE u
CTUMYJIMPYET CEKPELINIO 9K30IIPOTEMHA3 B OMOILICH-
Kax B. subtilis. B cBO10 o4epenb, 9K30IPOTEMHA3HI CITO-
COOHBI pa3pyllaTh ayTOMHAYLUPYIOLIUIA CUTHAJIBHBII
nentug ComX. CHKeHME OMOJIOTUYECKOM aKTUBHO-
¢t ComX MOKeT OBITh BOCCTAHOBJICHO JOOABJIEHIEM
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CyOTWIM3WHA, MHIMOMpPOBAaHME METaJlJIONpPOTEHMHA3
D/TA cHMXaeT OMOJTOTUUECKYI0 aKTUBHOCTE ComX,
yKa3bIBasl Ha TO, YTO CEPUHOBBIC U METAJJIOIIPOTEH -
Ha3bl CrIOcO6HBI pacierusTs nentun ComX (Spaca-
pan et al., 2018). DT maHHBIE CBUIETEIBCTBYIOT, UTO
CEeKpeTHUpyeMbIe MPOTEOIUTUYECKIE (hepMEHTHI BbI-
MOJHSIIOT PEryJISITOpHble (PYHKIMUA U pa3pyliaioT
CUTHAIIbHBII ayToumHaynupyeMbiii mentun ComX,
KOTOPBIM SIBJISIETCS BaXXKHBIM JIETEPMUHAHTOM WX
sKcnpeccur B OuorieHKax. CyOoImonmyIsiims KJIETOK C
AKTUBHBIMU 3K30IPOTEMHA3aMU OTJIUYAETCS OT I10-
IBVDKHBIX KJIETOK WM KJIETOK, MNPOAYLIMPYIOIINX
MaTpUKC, M pPacIIOJIOXKEHa OMKe K ITOBEPXHOCTU
ounoruieHku (Marlow et al., 2014b). DTo cormacyercs
¢ pakToM, uto KiaeTku DegU-ON akTUBHO 3KCHpec-
CUpPYIOT BOOOOTTaIKMBaIOIINii 0eok BslA, koTopbiii
HEOOXOIUM IJIs COXpaHEeHMUSI LIeJIOCTHOCTY OMOTLIEH-
ku B. subtilis (Hobley et al., 2015; Arnaouteli et al.,
2017).

AHaIU3 TIPOCTPAHCTBEHHOM JIOKAJM3allUd OT-
JIeJILHBIX CYOITOITYJISILIUI B 3pe/ibIX OMOIJICHKAX, MpPOo-
BeICHHBII C TTOMOIIBIO (PITyOpeCIeHTHBIX PEIOPTEPOB,
ToKa3aj, YTO ITONBYDKHBIE KIIETKM B HWDKHEM CJIOE
OMOMJIEHKH CITOCOOCTBYIOT €€ MPOCTPAHCTBEHHOMY
pacIIMpeHnIo, a KIeTKH, JIOKAJIM30BaHHBIC B SIIpe
OMOTUIEHKH, CTIEITUATTM3UPYIOTCS Ha TIPONYKIIMHA BHE-
KJIETOYHOIO MaTpuKca U MOIASPKUBAIOT €ro XecT-
kocTh (Vlamakis et al., 2013). Pa3paboTaHbl HOBbIE
METONbl BM3yalW3allMd BHYTPEHHEM CTPYKTYPHI
OuoruieHKU B. subtilis ¢ coxpaHeHUEM apXUTEKTYpbl
u yasTpacTpyKTyphl (Fuchs et al., 2018). Ciopsl pu-
CYTCTBYIOT B BEpXHEil YaCTH OMOTIJIEHKY Ha BO3IYIII-
HBIX CTPYKTypaX, KOTOpbIC 00JIErYaloT UX paccernBa-
Hue. [IpocTpaHCTBEHHO-BpEeMEHHOE pacIipeieicHIe
KOMIIETEHTHBIX KJIETOK M KJIIETOK-TIPOAYILIEHTOB Cyp-
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¢dakTMHA KakK OTHCIbHBIE CYONOMYJISIIMU CIIOXKHO
BBIACJIMTh B OOILIEM MUKPOOHOM cooOlecTtBe. bu-
CTaOMJILHOCTb BHYTPU OMOIUICHKM SIBJISIETCSI CIIOCO-
6OM afjalTalluy BCETO COOOIIECTBA K IIEPEMEHUYNBBIM
YCJIOBUSIM OKpPYXKaIoIlIel cpelibl, KOrma reHeTU4eCKU
WICHTUYHAS TIOIY/ISLUS CIIOCOOHA 00Opa30BLIBATh
OTAEIbHBIE CYOITONYJISILIMY C Pa3IUYHBIMU (U3HUOJIO-
TMYECKMMU CBOMCTBaAMU, YTOOBI OOECIIeduTh HEOO-
XOIVMBIMHU METa0O0IUTaMU BCE COOOIIECTBO KJIETOK.
DTy CTpaTeTUIO HA3BaJIM CTpaTernuei XeIKUpOBaHUS
pocra (Veening et al., 2008).

PETYJISATOPHBIN MYThb
OOPMHWPOBAHUA BUOIVIEHKHA

I'eHeTnyeckass cxeMa peryassuuy oOpa3oBaHUs
OMOIIJIEHOK B B. subtilis 3ydeHa mydiiie, 9eM Iiepeaa-
ya CHUTHAJIOB, KOTOpHIE 3aIlyCKalOT 3TOT Ipoliecc
(Mielich-Stiss, Lopez, 2015). PoJib LIeHTpaJIbHOTO pe-
TYJISITOpa TPAHCKPUIILIMU B KJIETKAX CTallMOHAPHO
da3sbl y B. subtilis BeimonHsIeT pakTop Spo0A, KoTo-
pBIii KOHTPOJUPYET BKCIPECCHUI0 0ojiee CTa I'eHOB,
HEOOXOOUMBIX JJISI CIOPY/ISIUMUA U (POPMUPOBAHUS
ouoruieHKH (puc. 10) (Chastanet et al., 2011). AkTuB-
HOCTb 3TOro Oejika perympyercs pochopuaipoBaHm-
€M: BHEKJIETOYHBIC CUTHAJIBI aKTUBUPYIOT CEHCOPHbIE
TMCTUAMHKWHA3KI, KOTOpHIE 3aIlycKamoT ¢docdopere,
YTO NIpUBOAUT K (pochopuarpoBaHuto SpolA. Co-
nepxaane pochopmmmpoBanHoro Spo0A B KIIETKax
omnpenensieT Mpoduib aKcpeccruu reHoB (Schultz et al.,
2016). Korma Spo0OA dochopumupupyeTcs, Ipouc-
XOIUT MHAYKLUS 06pa3oBaHus OMOILUIEHKH, IO Mepe
co3peBaHus KoTopoii peryasitop Spo0A-P Hakanmm-
BaeTCs B OIIPeACICHHBIX KJIETKaX I aKTUBUPYET B HUX
cnopo6pa3oBaHue. [Ipy MOPOTOBEIX YPOBHSX (hoc-
dopuaupoBanust Spo0A 3armyckaloTcsl ABa IMyTU aH-
TUPENPECCUN, YTOOBI aKTUBUPOBATH TPAHCKPUITLIIIO
OINEPOHOB, KPUTUYHBLIX IS CUHTE3a MaTpUKCa
OMOIUICHKU.

IlepBolit yTh HalleJEH HA MOIABIEHUE PENPECCO-
pa AbrB, KOTOpEIiT OJIOKMPYET TPAHCKPUITILIMIO TEHOB,
YYacTBYIOIIMX BO MHOTUX Mpolieccax, BKiItovas op-
mupoBanue OuomieHku (Chumsakul et al., 2011).
YcTaHOBIEHO, YTO OT PEryjasaTopa MepexoaHOro co-
crostHusi AbrB u hakTopa TpaHckpumiyu SpoOA 3aBu-
CUT 9KCIpeccusi TeHa ahpA, KOTUpyIoIIero rnepokKcuaa-
3y AhpA, koTopast crienuIeckKu 3KCIPECCUPYETCS
BO BpeMsl (DOpMUPOBAaHUU OUOILJICHKH, HO HE 3KC-
Mpeccupyercsl B CTallMOHApHOI (ha3e WM Npu CIo-
PYJSLIMU. DTO TO3BOJUIIO TPEANONOXKUTh, YTO IS
Jiepernpeccyuu reHa mepoKcuaassl aipA o neiictBueM
perynsitopa AbrB TpeOyeTcsi curHall, OTJIMYalOLIUIACS
OT CUTHAJIOB TIpU MEepexojie KIETOK B CTAllMOHAPHYIO
dazy (puc. 16) (Zwick et al., 2017). Perynsitop AbrB
KOHTPOJIUPYETCs mocpeacTBoM dakropa Spo0A OBy-
Ms pasTuaHbIMU TyTsIMu: 1) SpoOA-P penpeccupyer
TpaHcKpunuuio reHa abrB u 2) SpoOA-P crioco06-
cTByeT 3Kcmpeccun (akropa AbbA, AbrB-antupe-
npeccopa, KOTOpHIi cBsI3bIBaeT AbrB m m3ommpyer

ero ot B3aumoneiicTeus ¢ ueneBoit JIHK (Tucker et al.,
2014).

Bropoii nyTs cBsi3aH ¢ HebGobuM JIHK-cBs3bI-
BaroIIuM 0enkoM SinR, KoTopslit mHruoupyet op-
MUpOBaHVE OUOIUIEHKW W SBISIETCS LIEHTPAIbHBIM
IJIsT oTipeaiesieHus1 cynbObl KileTok (puc. 1a) (Kampf
et al., 2018). benok SinR o6pa3yeT TeTpamMepsl U CBSI-
3bIBaeTCs C caliTaMu B MPOMOTOPHBIX O0JIACTSIX OTle-
poHOB epsA-0 u tapA—sipW—tasA, HeOOXOTUMBIX IS
CMHTEe3a BHEKJIETOYHOIO IoJjiucaxapuia U aMUIOUI-
HBIX BOJIOKOH BO BHEKJIETOUHOM MaTPUKCE COOTBET-
crBeHHo (Cairns et al., 2014; Stowe et al., 2014). Ak-
TUBHOCTb SinR KOHTpoJIUpyeTCcss aHTarOHUCTUYECKU -
mu 6enkamu, Sinl 1 SIrR. Cega3piBanme Sinl mym SIrR
¢ SinR unruoupyer HAHK-cBszbIBaolyo criocoo-
HOCTb TTOCJIETHETO U OCBOOOXIAET ONEPOHbBI OUOTLICH-
Ku ot penpeccun (puc. 1la) (Newman et al., 2013). bo-
Jiee TOro, HeOOIbIINE U3MEHEHUSI B YPOBHSX 3KC-
npeccun Oenka SinR oka3bIBalOT CylIeCTBEHHOE
BJIMSIHME Ha SKCIIPECCUI0 TEHOB MaTpUKCa, IJIaBHbIM
00pa3oM, 13-3a CBEPXUYBCTBUTEIBHOCTU PETYISITOP-
HbIX monyiieil Sinl—SinR u SIrR—SinR, 4ro yka3sbi-
BaeT Ha CTPOTYIO PETYJsIIMI0O UX 00pa3oBaHusl, B TOM
yucyge metadbonuueckyto (Chai et al., 2011; Green-
wich et al., 2019).

OmuH U3 HUX, aHTUPEIIPeCCOpPHLIA OeoK Sinl,
aKTHUBUpPyeTCcs Tociie ¢pochopunmpoBanus Spo0A n
cBsa3biBaeTcss ¢ SinR, o0pasysi rerepommmepHbIi
KomIuiekc, n3onupyeT SinR ot JHK-Muieneit, yro
NPUBOINUT K 3KcIpeccum SinR-pernpeccrmpoBaHHBIX
reHoB (puc. la) (Newman et al., 2013; Stowe et al.,
2014). deHOTUIIMYECKUIA IEPEXO, U3 IMIIAHKTOHHOTO
B OMOIJIEHOUHOE COCTOSIHUE PETYJIMPYETCS aKTUBHO-
CThIO peripeccopa TpaHcKpuliun SinR 1 ero nHak-
TUBalLIMEN TepBUYHBIM aHTaroHucToMm, Sinl. Ycra-
HOBJIEH MEXaHW3M pa3pymeHus terpamepa SinR ¢
nmomMolibio 6eika Sinl, KOoTopblili peryimpyeTr 3Kc-
npeccuio SinR-pemnpeccupyembix reHoB (Milton
et al., 2020). Eciii ypoBHu SinR 1ipeBBIITIAOT ypoBHHA
€ro aHTaroHMCTOB, TO DKCIIPECCUsI TEHOB MaTpUKca
rojaBjieHa, B TO Xe BpeMsl IToKa3aHo, 4To SinR akc-
npeccupyeTcss B OOJBIIMHCTBE KJIIETOK, a Sinl —
TOJIBKO YacThio nomyisiiuuu. @yHkuuu 6enkos Sinl u
SinR 4yyBCTBUTENbHBI K J03€ reHa: YABOCHUE KOTMIA
reHoB sinl U sin R IpUBOAWIIO K TTOJAaBJIEHUIO CUHTE3a
noaumepoB MaTtpukca (Chai et al., 2011; Ogura et al.,
2016). B coBokynHocTH 3a cueT cpoacTtBa Spo0A-P k
TIPOMOTOPY TeHa sinl 1 uncna Konuii reHoB sinl u sinR
9KCIpPECcCUsi TEHOB MaTpUKcCa SIBJISIETCSI BDEMEHHOM,
U CIIOPYJIMPYIOLIME KJIETKU HE PaCcXOdyIT 3HEPTUio
Ha MIPOAYKIIUIO BHEKJIETOUHOTO MaTpuKca.

Hpyroii antupenpeccop SIrR 6enka SinR HeooOxo-
JIUM IJISI KOHTPOJIsI 00pa30BaHUsI OMOIUIEHKU TBYMSI
criocobamu (Chai et al., 2010). Bo-niepBBIX, OH CBSI-
3pIBacTCI C pernpeccopomM SinR ¢ obOpasoBaHueMm
koMiuiekca SinR—SIrR, nipenorBpaliiasi cBsi3bIBaHUE
SinR ¢ mpomoTopamu reHoB MaTpukca (puc. 1a). Tak
Kak perynsaTop SinR penpeccupyer reH aHTHUpenpec-
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copa sirR, KOTOpBIii, B CBOIO OYepeab, CBI3bIBAET pe-
ryasaTop SinR, 3To MpUBOAUT K peryyisiiMu KOMILIEK-
ca SinR—SIrR no MmexaHu3My ABOIHOI NMETAU OTPHU-
HaTeJbHOM oOpaTtHOM cBSI3U. B pesynprare reH sirR
OCTaeTcsl IepernpecCUpoOBaHHBIM TIPU YCJIOBUM, UTO
SIrR mpemoTBpalllacT peIpeccrio CO CTOPOHBI PEry-
nsaropHoro oenka SinR. Korma yposens SIrR-6emka B
KJIETKaX BBICOKMM, MPOUCXOAUT SKCIPECCUsI T€HOB
OIEpOHOB MaTPUKCa, ITOTOMY YTO B 3TUX YCIIOBMSIX
ypoBeHBb cBOOOTHOTO perrpeccopa SinR Huskmii. Ko-
roa ypoBeHb SIrR-0eka B KieTkax HU3KUM, perysi-
Top SinR He MHrKMOUpPyeTCs 1 OJIOKUPYET ONEePOHbI
IUIST CUHTe3a MaTpuKca OMOIUIEHKH. Bo-BTOpHIX,
koMiuiekc SinR-SIrR ygacTByeT B KOHTpoOJie 3KC-
Mpeccuu reHa hag, Konupywolero Jiare/iyiiH, Heoo-
XOIVIMBIiA IS TIONBUKHOCTH, a TAKXKE TEHOB ayTOJIN -
3WMHOB, KOAUPYIOLIMX OCJIKM JIs1 pa3ieeHUsI KJIETOK
(rensl [ytABC u lytF) (puc. 1a). UneHTudumpoBaH
HOBBI PETYISITOPHBIM MEXaHM3M B3aMMOIIECHCTBUSI
SinR ¢ mpoMoTopom reHa degU, mocJjie 4ero perpec-
cop SIrR o6pasyer komIiekc ¢ SinR Ha pomoTope
degU. Takum oOpaszoM, SIrR mo-BummMomy, urpaet
aKTHUBHYIO0 poyib B akcrnpeccun degU (Ogura et al.,
2014).

CuenyieHue KJIETOK MMeeT OOJIbIlIoe 3HAaUYEeHUE B
Havayie ¢oopMUpOBaHUS OUOIUIEHKU y B. subtilis. Pe-
TYJISITOPHBIN 6eJiok SIrR HecTabmiIeH 1 OTHOCUTCS K
cynepceMeiicTBy LexA-nentumas, B KJIETKax OH IO/ -
BepraeTcs paclleryIieHUIO, B TOM YHCJe ¢ IIOMOIIbIO
npotenHa3sl ClpCP. HecrabumpHocTh 6enka SIrR
MIPUBOIUT K Jepernpeccuyd TeHOB, KOIUPYIOIINX
ayTOJM3UHBI, aKTUBALIASI KOTOPHIX IIPUBOIUT K pa3-
JIeJIeHUIO 1eneit Ha otaenbHble KiieTku (Chai et al.,
2010). Takum obpa3om, nepekiarodaresb SIrR—SinR
MOXKET CYILLIECTBOBATh B ABYX COCTOSIHUSIX: IIPA HU3-
KoM ypoBHe SIrR, 94To cOOTBETCTBYET OMMHOYHBIM
MOABMKHBIM KJIeTKaM, UM MIpu BbIcCOKOM SIrR, yTo
COOTBETCTBYET LIEIIOYKAaM MAaTPUKC-IIPOAYLIPYIO-
mux KieTok. IlepekioueHrne ¢ HU3KOro B BBICOKOE
COCTOSIHUE OOCTUTaeTcsl ¢ moMollplo Oenka Sinl,
KOTOPBIIA CUHTE3UPYETCSI MO KOHTpoyieM (aKTopa
Spo0A-P B oTBeT Ha aKTUBUPYIOIINECS TUCTUINHKI -
Ha3bl. HakoruieHune 6eska Sinl nHruéupyer pernpec-
cop SinR, mpuBons K genpeccuu reHa IjIsk IIPOayK-
oy 6enka SIrR. DTo mpuBomuT K HakorieHuio SIrR,
npuBoAs mepekioyareab SIrR—SinR B cocrosiHue
BbICOKOTO YpoBHs SIrR, 6iaronpusitHoe ajist bopMu-
poBaHMs OMOIUICHKU.

CrnoxHble B3aumopeiicTBus Mexny SinR u ero
POACTBEHHBIMM AaHTAarOHMCTaMU MPUBOIAT K OucTa-
ounbHocTU. Ha 3TH B3auMoneiicTBus BausieT pocdo-
nuacTtepa3a YmdB, KoTopast ydacTByeT B KOHTPOJIE aK-
TUBHOCTH peripeccopa SinR: kieTkn, medeKTHBIE 10
reHy ymdB, XapaKTepu3ylTcsl TUIIePaKTUBHOCTHIO
SinR m HecmocoOHBI (opMHUPOBATHL OMOILUIEHKU
(Kampfet al., 2018). ¥ ymdB-myraHTa 00OJBIIMHCTBO
KJIETOK 3KCIPECCUPYIOT T€HbI, HEOOXOAUMBIE IS
MOABIZKHOCTU U XeMoTakcuca. CylpecCOpHbI aHa-
JIM3 ToKa3ajl, YTO MyTaHThI ymdB nerko npuoodpeTa-
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0T MyTaluy, Bausioniue Ha SinR, BoccranaBnuBas
obpaszoBaHue ouorieHkn (Kampf et al., 2018). Dtu
JNlaHHbIE CBUIETEJILCTBYIOT, 4TO ochoaracrepasa
YmdB HeobOxoguma mist romeocTtasa SinR u/wnu ero
aHTaroHuctoB. [loka3aHoO, YTO Ha MOCTTPAHCKPUII-
LIMOHHOM YPOBHE TPaHCKPUNTHI sinl—sinR u sinR
KOHTPOJIMPYIOTCS IMYTEM UX JIeTpajaliuu ¢ TTOMOIIbIO
PHKa3pr Y-comepxkaimx OEJIKOBBIX KOMIIJIEKCOB
(DeLoughery et al., 2016). BaxHyio pojb B perysi-
LIMM aKTUBHOCTU OEJIKOB B KJIeTKaX Oalluul BBIIOJ-
Hs10T AT®-3aBUCHMbIE NPOTEUHAa3bl. Pe3yJbTaThl
JIOOAJILHOTO TIPOTEOMHOIO aHajlnu3a U BECTePH-UM-
MYHOOJIOTTMHTA MOKA3aJIM, 4To YpoBHM SinR cHmka-
I0TCSl y MyTaHTa ¢ 1e(heKTOM IO BbICOKOKOHCEPBATHUB-
Hoit ClpYQ-1npoTenHase ¢ USMEHEHUSIMU B PETyJIsILIMI
oOpazoBanus ouoruteHku (Yu et al., 2018).

st popMupoBaHUST OMOIUICHKM TakKXke Heo0XO-
IUMBI peryisTopHbie 0e1ku RemA n RemB (puc. 1a)
(Cairns et al., 2014). Perynsitop RemA sBisieTcs
JHK-cBs13pIBatoIIuM 0€JIKOM, KOTOPBI aKTUBUPYET
TPAaHCKPUIILINIO eps- U tapA-OTNepOHOB, a TAKXKE KOH-
TPOJIMPYET TPAHCKPUIILIMIO T'eHa aHTUpelpeccopa
slrR. YCTaHOBJIEHO, UTO IUISI PETY/ISILIMN SKCIIPECCUU
reHa slrR TpeOyroTcsg o0a peryasaToOpHBIX Oelka,
RemA n RemB (Winkelman et al., 2013). {omoaHu-
TEJIBLHO, IO pe3ybTaTaM I'eHETUYeCKOro aHaIu3a pe-
ryisaTopel RemA 1 RemB koHTposmpyroT skcnpec-
CHIO OTIEPOHOB MaTpUKca COcOoOOM, HE3aBUCUMbBIM
oT aHTUpeIrpeccopa SIrR 1 IeficTBYIOT napauieIbHO
¢ gpyrumu peryisitopamu (DegU AbrB m SinR).
RemA cBasbiBaetcs ¢ JJHK Bbile mpoMoTopa eps-
olnepoHa M MepeKpBIBAeTCsS C CAaliTOM JJIsi B3aMO-
IericTBUS ¢ peripeccopoM SinR, B 3ToM cirydyae 6e10K
SinR mpensaTcTByeT cBs3biBaHUIO Oeiaka RemA ¢
npomoropoMm (puc. la) (Winkelman et al., 2013).
Anaormuydo, RemA cBg3bIBaeTCs BBIIIE IIPOMOTOPA
tapA-omnepoHa, HO B 3ToM ciiydae SinR u RemA cro-
COOHBI OTHOBpPEeMEHHO CBsi3biBaThes ¢ JIHK. DT man-
HBIE YKa3bIBAaIOT Ha JONOJIHUTEIbHBIA ITyTh IJIsI KOH-
TPOJIsl KCIIPECCUM TeHOB MaTpuKca 6uoruieHKu. Ha
xpomocomHout IHK B. subtilis reH remA pacnojioxXeH
pSIIOM C Te€HaMM, IIPOOYKThI KOTOPBIX CBSI3aHBI CO
CTPOTUM OTBETOM; 3TOT (haKT MOXET yKa3bIBaTb Ha
PETYISTOPHYIO B3aMMOCBSI3b MEXIY 3KCIIPECCHUEH
reHa remA u MeTaOOJIMUYECKMM CTaTyCOM KJIETKU
(Winkelman et al., 2013).

YcTaHOBIEHO, YTO KOMIIOHEHTHI 3MUTCHETHYE-
CKOTO MepekyoyaTesiss MOTYT ITOABepraThesl AOIOJI-
HUTEJIBHOI PEeryIsiiuM C y4acTHUEM pPeTyISITOPHBIX
oenkoB YwcC u SIrA, n3 KOTOpBIX 0enoK SIrA saBis-
€TCsl OMHUM U3 aHTUpeTpeccopoB peryiisitopa SinR,
a 6enok YwcC gBJsieTcsl perpeccopoM TPaHCKPUII-
onu TetR-tmma m penpeccupyet reH sirA (puc. 1a)
(Chai et al., 2009). Korga perynsitop YwcC oTBeyaeT
Ha HEYCTAHOBJICHHBIII CUTHAJI X €T0 3KCIIPECCUSI I10-
JaBJIIETCSI, TEHBI MAaTPpUKCa OMOIUICHKY MHAYLIPYIOT-
cs1 SIrA-ornocpeoBaHHOI MHAKTUBalIME perpeccopa
SinR. B otimmume ot Sinl, 6eok SIrA mponynupyercst
IMOYTHU BO BCEX KJIeTKax. B 3ToMm cityyae Takoil IIyTh
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peryistimm mocpeactBoM YwcC—SIrA obecrieumBaeT
KJieTKaM B. subtilis ObICTPYIO peaKlIO IJIsI 3alUThI
0aKTepHaJIbHOIO COOOIIECTBA HA CTPECCOBLIC U3Me-
HEHUS cpedbl ITyTeM 00pa3oBaHus OMOIUIEHKH.

Perynsitus akcnpeccuu reHoB bslA v pgsy B. subtilis
OCYIIIECTBJISIETCSI CUCTEMOM TPaHCAOYKIIMM CHUIHAaJIa
DegS—DegU, B kortopoii DegU sBnsieTcss TpaH-
CKPUITLOHHBIM peryiisitopoM. OH dochopryimpyeTcs
POICTBEeHHOM I'MCTUIMHKNHA30# DegS 1 yripasiser
MHOTHMMH KJIETOYHBIMU TIpOliecCaMU: TIJIaBaTeIbHOM
W posileil MOTOPUKOI, (popMHUpOBaHUEM OMOILICH-
KM, CUHTE€30M 9K30MIPOTEeMHA3, IIPOM3BOIACTBOM I'aM-
Ma-NoJUTITyTaMUHOBOM KuciaoTel (PGA) u criopyiisi-
mueii (Gabdrakhmanova et al., 2005; KaioMoB u co-
aBT., 2006; Sharipova et al., 2008; Cheremin et al.,
2014). YctaHOB/IEHO, 4YTO MyTaHT 110 degU He croco-
0eH K (OpMHPOBAHUIO MOTPYKEHHOM OMOILUIEHKH,
IUIT KOTOopoii Tpebyercss moimmmep PGA, mpomaykr
pgs-orniepoHa (Stanley et al., 2005). O6pa3zoBaHue
OuorIeHKU y MyTaHTa deglU Hapy1laeTcsl U3-3a nore-
pu TUAPO(POOHOCTH MaTPUKCa 3a CUET HAPYILICHUS B
aKcrpeccun reHa ruapodoouHa BslA (Kobayashi,
Iwano, 2012). Crenensp pochoprimpoBaHus aKTo-
pa tpanckpuruun DegU (DegU-P) onpenensieT mo-
BelleHUE KJIETOK OaKTepuit, Mpy 3TOM UHUIIMALIMS 00-
pa3oBaHMSI OMOIUICHKU HYXIAETCSI B IIPOMEXYTOY-
HBIX YPOBHSIX aKTUBaLMM (PaKTopa TPaHCKPUIIIIAN
DegU. I1pu BbicOKMX YpOBHSIX (hochOoprIMpOoBaHMS
dakropa DegU B kiieTkax, Ha000pOT, HAOIIOTACTCS
OMOCpPeNOBaHHOE MHIMOMPOBaHNE OMOIUICHKH (pHC.
1B) (Marlow et al., 2014b). AkTuBanus oopa3oBaHUs
OMOIUICHKM HaYMHAaeTcs, Korma (pochoprimpoBaH-
Hb1i1 DegU-P 3amyckaer TpaHcKpunuuio reHa bsiA,
Konupymolero ruapodooHbiit 6eok (Hobley et al.,
2015). ITyte DegS—DegU akTuBupyeTcs IIpyd UHIY-
OMpOBaHUHM BpaIICHUS XKTYTUKOB, YTO MOXET IIPO-
M30MTH, KOrAa KJIeTKa CBSI3bIBAETCSI C TOBEPXHOCTHIO
U TepsieT NOABIKHOCTE (puc. 1B). [loHMKeHUE Bpa-
IIEHUSI KTYTUKA BBI3BIBAIIO YBEIMYEHUE YPOBHSI
dochopunuposanHoro DegU-P, uyto 3amyckano
TPAaHCKPUIILIIO TeHOB-MHUILIEHEM, B TOM 4YMCJIE TeHa
bsiA (Chan et al., 2014; Cairns et al., 2014). Takum 00-
pa3oM, OCTaHOBKA BpallleHUST KTYTUKOB CIIYXKUT 10-
MMOJTHUTEIBHBIM CUTHAJIOM IS (POPMUPOBAHUS I10-
JIMMEPHOTO MaTpHKCa.

Ocob6eHHO BaxkHa B OMOITIEHKAX, IJie MIOTHOCTh
KJIETOK OYE€Hb BBICOKA, aBTOMHIYLIMPYIOLIAs CUI-
HajibHas1 cucteMa (Spacapan et al., 2018). CurHaibHbIE
MOJIEKYJIbI CBSI3BIBAIOTCSI CO CHEM(PUIESCKUMU peLier-
TOpaMU, BBI3bIBAsI TPAHCKPUIILIAIO VI CHHTE3 HEOOXOMM -
MBbIX CEKPETUPYEMbIX MPOAYKTOB, Ha3bIBAEMbIX OOIIIE-
CTBEHHBIMU OjaraMu (HarpuMep, MpoTeruHaszaMu). Y
B. subtilis aBTOMHAYLIMpYIOllIasl CUTHAJIbHAsI CUCTEMa
OCHOBaHa Ha TMeNThaIaX KaK CUTHaJbHBIX MOJIEKYJIax,
KOTOpBIE KOHTPOJMPYIOT MHOTME aganTaliOHHBIE
MPOLIEeCCHI, BKJIIOYasi CUHTE3 3K3oIporenHas. Cur-
HaJIbHBIN ayTOMHAYLMpyeMbIit Tentun ComX yvact-
BYET B peryjsiliuy GaKTepuaJbHON KOMITIETEHTHOCTHU
U npoaykKuuu cypdaxkranta B B. subtilis (Aleti et al.,

2016; Pollak et al., 2016). O6a npu3HaKa peryJIMpyrTCs
B COOTBETCTBUU C pa3MepoM OaKTEepUaTbHOM TTOIMyJIsi-
LIMM, TaKuM obpazom, kKilaccupuuupys ComX Kak
CUTHaJ KBOpYM-ceHcuHTa. Y B. subtilis ocHOBHOM
CUCTEMOI1 Ha OCHOBE IEeNTH/1a aBTOMHAYKIIMU SIBJISI-
eTcs1 Kiactep reHoB comQXPA, U3BECTHBIN KaK CHU-
creMa omnpeneiaeHuss kBopyma. ComX peryaupyer
9KCIPECCUIO Srf-OlepOHAa, OTBETCTBEHHOIO 3a CHUH-
Te3 cypdaKTHUHA, U YI4aCTBYET B pa3BUTUU I'eHETHUYEC-
cKoit komneTeHTHOCTH (Aleti et al., 2016). B cucteme
ComQXPA akTMBHOCTBb Maphbl PETyISITOPOB OTBETa
ComP—ComA MonynupyeTcsl CUTHAJIbHBIM IIEIITH-
noM ComX. ComX MommpuUIIMpyeTcs M30ITPEeHMUII-
tpaHcdepazoit ComQ (Okada et al., 2005). BHeke-
TOYHOE HakKoIUleHrne MomudunupoBaHHoro ComX
IpuBOINT K PochopummmpoBannio ComA 1 mociaeny-
oieit uHaykiuu peryjioHa ComA. I'eH degQ Takxke
SIBJISICTCSI 4acThblO 3TOr0 peryiaoHa. Bricokuii ypo-
BeHb DegU-P monoXuTeapHO peryimpyer CHHTE3
BHEKJIETOUHBIX (hepMEHTOB, BKItouas aprE, konupy-
IO CEpUHOBYIO 3K30MnpoTenHasy B. subtilis (Veen-
ing et al., 2008). Takum ob6pazom, ComX u cucrema
ComQXPA MOJOXUTEIbHO KOHTPOJUPYET TpPaH-
CKPUIILIUIO TeHa CyOTWIM3uHaA aprE M mpOomyKIINIO
9K30MpPOTEMHA3 BO BpeMs pocTa OuomieHKu. B
CBOIO OYepellb, 93K30IIPOTEMHA3bl CIIOCOOHKI Ierpa-
IMpoBaTh cUrHaIbHBI et ComX (Spacapan et al.,
2018). dakTUYeCKU OMMCAHBI IBA TUIIA PETYJISLINN C
yyactueM ComX: moJIoXXUTeTbHAasI TeHETU4YecKasl pe-
TYJISILUASI U OTpULATEIbHAST OMOXMMUYECKAasl peTyIsi-
musa. Takasg oOparHast CBSI3b OalaHCUPYET CIIPOC U
npeIoKeHe OakTepuii Ha MOJIE3HbIE OOIIECTBEH-
HEBIe 0J1ara yepe3 CUTHaIbHYI0 MojieKyiny ComX.

B nmomonHeHMe K CIIOXHOW peryasiliui TpaH-
CKPUITIMOHHBIMU (haKToOpaM, IKCIPECCUsI eps-ore-
pOHa KOHTPOJIMPYETCS TOCPEACTBOM HUc-dJIeMEHTa
PHK, xotopslit kogupyetcs ydactkom JTHK Mexny
BTOPBLIM M TPETbUM TeHaMU eps-oriepoHa. [{uc-sne-
meHT PHK o6o3naumm kak EAR-anemeHT (a1eMeHT,
accouuupoBaHHbIii ¢ PHK); on nneHTudunmponsan
B MOJABJISTIONIEM OOJIBILIMHCTBE TEHOMOB Y MPEACTaBU-
Terreit cemeiictBa Bacillaceae. EAR-311eMeHT neiicTByeT
KaK aHTUTEPMUHATOP U YBEJIMUMBACT SKCIIPECCUIO eps-
onepoHa myrem Bzanmozaeiictsusi ¢ PHK (Irnov et al.,
2010).

Eciu ocHOBHasI reHETUYECKAS CXeMa PETYIISIIAN
oOpa3oBaHUsI OMOIIJICHKN Ha YPOBHE TPAHCKPHUITIINH
oxapakKTepu30BaHa, TO O POJU MeTabojau3Ma (MeTa-
60IM3M yriiepoaa, NyTu GUOCUHTE3a, IyTH (PepMeH-
Tall 1 BTOPUYHBIN METa00JIM3M) B 3TOM IIpoIliecce
ceenenuit Mmaso (Pisithkul et al., 2019). BropuuHbiii
MecceHmkep c-di-AMP urpaert BaxxHy10 poJib B (hop-
MUPOBAaHUM OMOIIJIEHKM B. subtilis 1 B TIpuKpernie-
HMU ee K KopHsaIM pacteHUuid (Townsley et al., 2018). B
KJIeTKax B. subtilis, B oTiiumre OT OOJIBIINHCTBA APY-
IMX TeHOB OMOCHUHTE3a aMWHOKMUCJIOT, 3KCIPEeCCHUst
reHOB OMOCHHTE3a CepUMHA CHUXKAETCsI IPU Mepexoe
B CTAllMOHAPHYIO (pa3y, YTO ABISIETCS KPUTUUECKUM
BHYTPUKJICTOUHBIM CUTHAJIOM JIsI aKTUBallMU OUO-
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cuHTe3a MaTpukca ouoruieHku (Greenwich et al., 2019).
Bbuta uzydeHa cBA3b MEXXIy METa0OIM3MOM yIJIepoaa v
obpazoBanueM ouoruieHku (Chen et al., 2015). AHanu3
JIN3UH-ANeTUIINPOBAaHHBIX OCIKOB WM areTuioMa
B. subtilis moxasain, 4To Takass MOIU(PUKaIIUs OCIKOB
UTPaeT BaXXHYIO PETrYISITOPHYIO (DYHKIIMIO B pa3BU-
tnn 6uoruieHku (Reverdy et al., 2018). YcranosieHa
CBSI3b ITyTM OMOCHHTE3a LIUCTEMHA U 00pa3oBaHUEM
ouoreHku (Kobayashi, 2019). ®dopmupoBaHue
OMOIUIEHKHU 3alTycKaeTcs, KOTma KIEeTKA MCTBIThIBA-
10T HETOCTATOK TJTIOKO3BI U 3aBUCAT OT KOHTPOJIS Ka-
tabosuta (Chen et al., 2015). YnaneHnue reHa ccpA
cTUMYIUpyeT OpMHUPOBaHIE OMOTUIEHKH M YKa3bI-
BaeT, 4To 0esiok CcpA HeraTUBHO peryaupyeT oopa-
30BaHMEe OUOIUICHKU Yy B. subtilis. JIpyroii rno6ajib-
HEBI peryisaTop Metadomm3mMa CodY Takke ydacTBYeT B
¢dopmMupoBaHuU OMoOIUIEeHKM y B. subtilis (Brinsmade
et al., 2014). bakrepuu criocoOHbBI CHUHTE3UPOBAThb
MMOJTMAaMWHBI, W C ITOMOIIBI0 TPAHCKPUIITOMHOTO
aHaJIn3a CIIepMUINH-VUCTOIIEHHBIX MyTaHTOB B. sub-
tilis IoKazaHO, YTO CIIEPMUIUH HEOOXOIUM IJIs1 00-
pazoBaHUs 6MoIIeHKN. OH aKTUBUPYET TPAaHCKPUII-
IIMI0 TEHOB CUHTE3a DK30IT0JIMcaxaprua0oB MaTpuKca 1
tasA-omnepoHa uepes perystop SIrR (puc. 1a) (Hob-
ley et al., 2017).

PaccMoTpeHHBIe TTyTH peryjsiiiuyi yKa3blBaloT Ha
CJIOKHYI0O U MHOTOCJIOMHYIO PEeryJsiTOpHYIO CeTb,
KOHTPOJIMPYIOIIYIO 11 hepeHIIMPOBKY Ha CyOIIomy-
JISILAYU ¥ 06pa3oBaHUe OUOTICHKU y B. subtilis. bonb-
IIUHCTBO PETYJSITOPOB CHEeUU(UYHBI TOJBKO IS
3TOTO OpraHusMa, ux (pyHKIUOHAIbHBIE TOMOJIOTH
He oOHapyXXeHbI Yy ApYyTUX BUAOB OakTepuii. Perysi-
TOpHAasi CeTh 3BOJIIOLIMOHUPOBAJA, YTOObI OaIIUILIbI
aJeKBaTHO pearupoBaJiM Ha U3MEHEHUS METa00InU3-
Ma U OKpyXalolleil cpeabl myTeM (opMUpOBaHUS
€IMHOro COO0IIeCTBa FTEHETUUYECKU UIEHTUYHBIX, HO
OTIMYAIOIINXCS 1O (PU3NOJIOTUUECKUM (HYHKIIUSIM
MUKPOOPraHU3MOB, 3aKJIIOUCHHBIX B OUOILJICHKY.

CUT'HAJIBI 1J1d ®OPMUPOBAHUA
BHUOIUVIEHKHA

CBeneHMsI O CUTHAJIAX, BeAyIINX K (popMUPOBaHUIO
onorieHKN 1 1 depeHIIMPOBKE MUKPOOPTaHN3MOB B
COOOIIIECTBE HA CYONOITYJISILIM, MaJIOYUCTIeHHbI. Onu-
CaHbl MHOTOYMCJICHHBIE PELEIITOPhl CUTHAJIOB IS
PETYJISITOPHBIX CUCTEM, KOTOPhIE CBUIETEIbCTBYIOT,
YTO CYLIECTBYET MHOIO YCJOBHUM, CIOCOOHBIX BbI-
3BaTh (popMHUpoBaHME OUOIUIEHKU. KoHIeHTpamus
Spo0A-P B KJIeTKe ompenessieTcsi akTUBHOCTBIO Ce-
melicta ructuauHkrHa3 (KinA, KinB, KinC, KinD),
KOTOphIE BOCIIPMHMMAIOT CUTHAJIBI 1 IIepedaloT ye-
pe3 ocdorpachepasnl Ha 6e10K Spo0A (Jiang et al.,
2000; Grau et al., 2015). ®Docdopese BKIIOYACT
SpoOF-dochorpancdepasy, Koropas dochopuiim-
pyeTrcd KWHa30i M mepemaeT ¢GocdaTHyO TPYIITy
dochoTrpaHchepase Spo0B, B cBotO ouepeab pocho-
punupytomieit pakrop SpoOA. Ilsaras kuHaza, KinE
MOXET y4acTBOBaTh B 3TOM MNYTHU M, IO-BUAUMOMY,
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BJIMSIET Ha SKCIIPECCUIO MAaTPUUHBIX TeHOB (McLoon
etal., 2011). Hu onHa U3 naeHTUDULIIMPOBAHHBIX K1~
Ha3 He OTBeYaeT IOJTHOCThIO TOJBKO 3a 3KCIIPECCUIO
F€HOB IMOJMMEPHOIo MaTPUKCA; 3TO CKOPEE Pe3YJ/ib-
TaT AEUCTBUS Pa3]IMYHBIX KMHA3 B 3aBUCUMOCTU OT
pa3zHOOOpa3us IMTOCTYMAIOIINX CUTHAIOB U3 CPE/Ibl.

AyTtodochopunrnpoBaHue TMCTUAWMHKWHA3 IIPO-
WICXOMIUT I10 YUc-MEXaHMU3MY, OTHA CyObeIMHUILIA K1~
Ha3zbl (hochopuIupyeT cedst BHYTPU MYJIbTUMEpPA, WU
mpaHc-cIoco0OM, ofHa CyObeOMHMIA MyJIbTUMEpa
dochopmIMpyeT IpyTyIo CYOBSIMHUILY. Y CTAHOBJICHO
in vivo W in vitro, 4To ayTodochOoprUIMpoBaHUE OCHOB-
HOM rUCTUANMHKMHA3BL KinA mpu criopyisinum MoxKeT
IIPONCXOIUTD I10 MPAHC-MEXaHU3MY 1 3aIlyCKaeTCs B
YCJIOBUSIX MCTOIIEHUSI MTUTATeNIbHBIX BellecTB (Devi
et al., 2015).

IlepBoit curHaJIbHOI MOJIEKYJION, MIEHTUMUIIN-
POBaHHOM B KAa4€CTBE MHIYKTOpPAa T€HOB OMOILIEHKH,
SIBJISIETCSI CEKPETUPYEMbIii aHTUOUOTUK CcypdaKTUH
(Aleti et al., 2016). CypdaKTUH KaK CUTHAJIbHASI MO-
JIeKyJa yepe3 ceHcopHyIo KnHa3y KinC maunmnpyer
dochopunupoBanue ¢paktopa SpoOA U CITOCOOCTBY-
€T aKTUBAIlU1 SKCIIPECCUM T€HOB ITOJIMMEPHOTO MaT-
pukca ouoruieHku (Mielich-Suss et al., 2015). Kner-
KU, CUHTE3UPYIOIIYE U CEKPETUPYIOIINE CypdaKTHUH,
He SIBJISTIOTCSI KJIETKaMU, KOTOPEIE pearupyloT Ha 3Ty
Mouekyy (Aleti et al., 2016). DTa KOHLEIIMS pac-
CMaTpUBaeTCs KakK IMapakKpuHHasl Tepegada CUTHa-
JIOB, KOI/Ia IIPOAYLICHT CUTHAJIa HEe OTBEYaeT Ha CBOM
CUTHaJI. OTO OTJIMYAETCS OT CUCTEM M3MEPEHMUST KBO-
pyMa, B KOTOPOI Kaxkasi KJeTKa MOIyJIsIIUY POy~
LUPYET U pearupyeT Ha CUTHAILHYIO MoJieKyry (Aleti
et al., 2016). AKTUBALIAST SKCIIPECCUN TE€HOB B OTBET
Ha CUTHAJbHYIO MOJIeKyay cyphaKTUH HE MPOUCXO-
JIUT II0 TPAIULIMOHHOMY MEXaHU3MY, BK/IIOYAIOIIEMY
CBSI3bIBaHME CEHCOpHOro Oenka ¢ aurangom. Cyp-
¢dakTuH ABISETCS JUMOMNEITUAOM, MOJIEKYJa KOTO-
poro cnoco0Ha BCTpanmBaThC B IUTOILIA3MaTUUEKYIO
MeMOpaHy, BCJIEICTBHE YEro IIPOMCXOMUT YyTeuKa
MOHOB KaJjivsi, 00ycJiaBlIvBalollasi akTUBALIUIO TUCTH -
muHkuHa3bl KinC, repenady curHana Ha Spo0A v nH-
IYKIAIO 9KCIIPECCMM T€HOB MaTpuKCa OMOILUIEHKU
(Grau et al., 2015).

bakrepun poma Bacillus o0061amaloT OOJBIIMM
CeJIbCKOXO3IMCTBEHHBIM TOTEHIIMAJIOM, MPOAYLIV-
pysl JIMTIIONIENTUABI C BBICOKOM aHTUMMWKPOOHON aK-
TuBHOCTHIO (Velmourougane et al., 2017; AKTyraHoB u
coaBT., 2019). PaccmaTpuBaloT Tpu cemelicTBa JIMIO-
nentunoB Bacillus: cypdakTH, UTypuH U (GEHTULIH,
MOJIEKYJIbl KOTOPBIX UMEIOT aM(bUMUIbHYIO IPUPOIY,
3 HEKTUBHO B3aUMOIEUCTBYS C OMOIOTMYECKUMU
MEMOpaHHBIMM CTPYKTypamMu. WX aHTUMHKpOOHBIC
CBOIiCTBa HaIpaBJeHbl MPOTUB OaKTepuii, TPUOKOB,
OOMMUIIETOB M BHUPYCOB. YCTaHOBJIECHO, YTO 3TU CO-
eIMHEHUSI CTUMYJIMPYIOT 00pa3oBaHNE OMOIIJIEHOK,
YTO SIBJISIETCSI KIIOUEeBBIM (DAKTOPOM IJIs1 YCIIEITHOM
KOJIOHM3allM1 OpraHm3MoB 61oKoHTpoJist (Penha et al.,
2020). [pyrue coeamHEeHMsI, KOTOPbI€ BBI3BIBAIOT
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YTEUKy Kaiausi, PYHTULIWO HUCTAaTUH U aHTUOMOTUK
BaJIMHOMMIIMH, TAKKe BBI3BIBAIOT 9KCIIPECCHIO ITEHOB
MaTpuKca OMOIUIEHKU Yepe3 ructTuanHkuHagy KinC.
CypdakTH, HUCTAaTUH M BaJIMHOMMIIUH SIBJISIOTCS
MPUPOTHBIMU TIPOAYKTAMU ITOUYBEHHBIX MUKPOOpPTra-
HU3MOB, U 6aKkTepuu B. subtilis BCTpe4aroTCs C 3TUMU
COENMHEHUSIMU B IIPUPOIHBIX ycioBusx. Hucratun
WHOYLIMPYET Iepegayy CUTHaNIOB y B. subtilis mytem
CBSI3BIBAHMSI 3PrOoCcTepUHA MEMOpPaHbI; B COBOKYITHO-
CTH NOy4YeHHBIE JaHHBIE TTO3BOJIMIN IIPEANOI0XUTD,
yTO MeMOpaHBI B. subtilis conepkaT MUKPOJIOMEHBI 1O
aHAJIOTUM C JIMITMAHBIMU padTaMU B TUIA3MATUICCKUX
MeMOpaHax 3yKapuoTndeckux opranm3moB (Lopez,
2015). vokcun xjiopa TakxKe MHAYLIMPYET SKCIIpec-
CHMIO TEHOB MaTpHUKCca OMOIICHKY 3aBUCUMBIM OT 'Y~
crupuakuHa3bl KinC cmoco6om (Shemesh et al.,
2010). duokcun xiopa, B OTJIMUME OT cypdaKTUHA,
3aIlycKaeT akKTUBauMio TuctTuanHkuHa3bl KinC 1my-
TeM HapyIIeHUSI MeMOpPaHHOTIO ITOTEHIIMAIA KJIeTKH.
VBeanueHUe CUHTEe3a KOMIIOHEHTOB MaTpuKca B
IIPUCYTCTBUM MHTUOUTOPOB, HAPYIIAIOIINX CTPYKTY~
py MeMOpaHBI, HEOOXOONMO IJIsT BEBLKUBaHUS B. sub-
tilis, Kxorma sK30Ioarcaxapua od0ecIriednBaeT 3allnuTy
OT JICTAJILHBIX MOCJICACTBUIA BO3ACUCTBUSI 3TUX CO-
eIMHEHWNA.

[yknnyeckye IUIONENTUALI U OCOOEHHO Cyp-
daKTUHBI, TIpoayLpyeMble Bacillus sp., 3aITycKaioT
¢dopMupoBaHUEe OUOIJIEHKM M KOJOHM3AIUI0 KOp-
Hell 1 MMEIOT pelllaroliee 3HaueHue IJIsl aKTUBHOCTU
OMOKOHTPOJIS M CUCTEMHOM YCTOMYMBOCTH paCTCHUMN
(Aleti et al., 2016). Baxxnast dyHkumsa cypdakriHa 3a-
KJTIIOYAeTCsI B €r0 CIIOCOOHOCTH pa3pyllaTh MeMOpaH-
HbIe Be3UKyJbl y 0amant (Brown et al., 2014). Beaukynst
00pa3zyloTcsl KJIeTKaMu OUoTUIeHKU B. subtilis. Konupy-
eMBIii mpodaroM 3HAOJIU3UH MOXET T'e€HEpUpPOBaTh
OTBEPCTHUS B KJIIETOYHOM CTEHKE, Yepe3 KOTOPhIE Ma-
Tepuajl IUTOIJIa3MaTUIYECKOM MEMOpPaHbI BLICTYMAET
U BhIOesieTcsa B Buae Be3ukyn (Brown et al., 2015;
Toyofuku et al., 2017). Be3uKyabl MOTYT MHKAIICYJIN-
poBaTh BaXHbIe IS cooOlecTBa (hakTopbl U
OBITh HEOOXOIUMEIMU 11 €ro BhkuBaHUs. Cypdax-
TUH JU3UPYET BHEKJIECTOUHBIE BE3MKYJbI C BBICBO-
OOXIEHUEM COIEPKMMOTO Y TPaMITOJOXKUTEIbHBIX
OaKTepHUid.

YV MmyTtaHTOB B. subtilis ¢ HapylIeHUSIMA B CUHTE3¢
MaTpUKCa C IOMOIIbIO TPAHCKPUITLIMOHHBIX PeIrop-
TepPOB HAOIIOIAIN IPOJOHTUPOBAHHYIO DKCIPECCHUIO
eps- 1 tasA-oriepoHOB U 3aMEIIJICHHYIO CITOPYJISILIAIO
B OuomeHke (Aguilar et al., 2010). DTo cBsI3aHO C
dyHKuUMoHnpoBanueM KuHasbl KinD B. subtilis, 06-
Jlafamolleid KWHa3Hoit u ocdaTa3HO aKTUBHOCTSI -
mu. B kauectBe docdarazrr KinD yyacTByer B co-
XpaHEHUN HU3KOTO YpOBHS (HochHOpUINPOBAHHOTO
Spo0OA-P, uto comnpoBoxaaercss (GopMHUpOBaHUEM
MaTpuKca OMOIUIEHKH, U B KadecTBe KMHa3bl KinD
CIIOCOOCTBYET pPa3BUTUIO IIpollecca CIIOpoodopa3oBa-
Husl. TpaHCKPMITLIUSI OCHOBHBIX OIIEPOHOB, OTBET-
CTBEHHBIX 3a 0Opa3oBaHMWE MaTpUKCa, 3HAUYUTEIBHO
YCUJIMBAJIaCh B OTBET HA IPUCYTCTBUE B CPEIE IIIULIEPH-

Ha ¥ MapraHia IyTeM akKTUBallMd TUCTUIAWHKWHA3bI
KinD, oTBeTcTBEeHHOI1 3a BOCHPUSTHE MPUCYTCTBUS
9TUX coeAuHeHui BHe kiaeTku (Shemesh et al., 2013).
Ectes mannbre, yro KinD aktuBMpyeTcsa B OTBEeT Ha
COEIMHEHUS, MPOAyLUpyeMble MOYBEHHBIMU MMK-
poopraHu3MaMy M 3KCCYAaTOM KOpHEW pacTeHMI
(Chen et al., 2012).

Bce reHeTnueckue Kackaabl KOHTPOJIMPYIOTCS Ce-
MeiictBoM Rap docdartas, KoToprie crieinpuiecKu
B3aMOJIEICTBYIOT C 3K30T€HHBLIMHU POICTBEHHBIMU
nentunamu (Phr-menruaer) (Veening et al., 2005).
M3BecTHO, uTOo ocdaraza RapGH nedocdhopunm-
pyet DegU-P, B To Bpems Kak ¢pocdaraza RapABE]
nIericTByeT Ha nepenady ¢gocdara B Spo0A-docdopere,
a ¢pocaraza RapCFGHK — Ha ComA-P. Bmecte oHu
MOTYT IIPEACTABIISITh AJIbTEPHATUBHYIO CCTEMY I1epea-
Y1 CUTHAJIOB MEXKAY KJIeTKaMU1, HalleJICHHYIO Ha peau-
3allMI0 TMpOrpaMMbl  OMcTaOuIbHOCTU Y B. subtilis,
YY4acTBYIOT B PETYJISILIMU IIPOLIECCOB CIIELIMAIN3alIuU
W KOJUIEKTUBHOIO MOBEAEHMSI, YTO OOecreunBacT
B3auMopeiicTBue u BbDKMBaHuUe Buaa (Verdugo-
Fuentes et al., 2020).

IMomHast ceth perysiimu Phr—Rap y B. subtilis nane-
Ka OT IOHMMAaHUS M3-3a CJIIOKHOCTU PETYISITOPHBIX
KackanoB. MaeHTudUIMpoBaH AOMOTHUTEILHbBIN YPO-
BEHb CJIOXXKHOCTU B KOHTpPOJIE CETeii CUTHAIM3ALU Y
B. subtilis. MemOpaHa 0aliyI OpraHN30BaHa B MUK~
POIOMEHBI, LIEJIOCTHOCTh KOTOPBIX BaxkHa IS aKTH-
Banuu ructuauHkuHa3bl KinC u, ciaemoBaTenbHO,
st nuddepeHnmpoBku kiieTok Spo0A-ON (Lopez,
2015). ITokazaHo, 4TO WIS MEMOpaHbI OAIIUIJIT XapaK-
TepHa KOMITAPTMEHTAJIM3alMsl IMyTeil Imepenadyn CUr-
Hasa 4yepe3 (hyHKIIMOHAIbHbIE MEMOpPAHHbBIE MUKPO-
JIOMEHBI, KOTOPBIE UTPAIOT BaXKHYIO POJIb B AKTUBALIUU
KacKaJgoB CUTHaJbHOI TpaHcaykumu (Wagner et al.,
2017). B cocraBe MUKpOIOMEHOB MICHTU(hUIIMPOBaHA
MeMOpaHocBsi3aHHas1 TporermHa3a FtsH, wuzoupa-
TEeJIBbHO ruApomu3ytoias crenuduueckue Rap doc-
darasner (Mielich-Suss et al., 2013). IToaTomy 1e-
JIOCTHOCTb MUKPOJOMEHOB IUTOILIa3MaTU4YECKOM
MeMOpaHBI B. subtilis HeobxomuMma Iyl MHAYKIUN
dopMUpOBaHUS OMOIIJIECHKM ITYTEM COXpaHCHUS M
cradbwmzanuu 6enkoB FtsH m KinC. Hapyuenwus
MeMOpaHHbBIX MUKPOIOMEHOB (Caparo3nHOBOIT KICJIO-
TOM) IPUBOMAT K NHTMOMPOBAHNIO CUTHAJIBHBIX KaC-
KaJoB, BeAylIUX K o0O0pa3soBaHUIO OUOIUICHKHU Y
B. subtillis (Lopez, 2015; Wagner et al., 2017). TouHno
Tak 3Ke, MpoTenHa3Hasd aKTUBHOCTh O0enka FtsH wH-
ruoupyercs nenTuaoM SpoVM, KOTOpbIii MOXKET UC-
IIOJIb30BaThCSl B KAa4eCTBE MHTUOUTOpPA OMOILICHKU
(Yepes et al., 2012). I[IprmyeM MUKPOIOMEHBI OTPAHI-
YyeHbl HAOOpPOM O€JIKOB, YYaCTBYIOIIUX B crieliidu-
YeCKMX KJICTOYHBIX IIpOolieccax, TaKUX KaK CEeKpeIus
nporenHas 1 TpaHcayknus curHaia (Lopez, Koch,
2017).

Y B. subtilis nns1 3amycka reHOB, KOIUPYIOIIUX
KOMITOHEHTHI MaTPUKCa, MOTYT OBITh MCITOJIb30BaHbI
HE CUTHAJIbHBIE MeXaHU3MBL. Tak, B MOIOJHEHUE K
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MEXaHM3MaM aKTUBALIMM TPAHCKPUITLINY T€HOB IS
CUHTE3a MATPUKCHOTO MOJIMMepa MPU HU3KOM YPOB-
He coaepXaHUsI B KJeTKaxX (ochoprImpoBaHHOTO
Spo0A-P y B. subtilis TpoMCXOOUT 3KCIIPECCUS TBYX
TeHHBIX KJIACTEpOB “KaHHMOanm3Ma”, B pe3yibTaTe
YaCTb KJIETOK MOMYJISIINYA CUHTE3UPYET U CEKPETUPY -
et TokcnuHble ientuasl SDP n SKF. Bakrepnu, xKo-
TOpbIe CUHTE3UPYIOT TOKCHHBI, CAMU SIBJSIOTCS
YCTOMYMBBIMU K 3TUM TOKCUYHBIM nenrunam (Hofler
et al., 2016). Jdns tpancniopra nentuna SKF Bo BHe-
KJIETOYHOE TPOCTpaHCTBO HeobxoamMm ABC-tpanc-
MOpTepP, KOTOPHIM ymalisieT 3TOT TOKCUH M3 KJIETKU
(Gonzalez-Pastor, 2011). YcroitunBoCcTh GaKkTepHii K
npyromy nientuny SDP obycnoBiaeHa HaludmeM B
MeMOpaHe crienndudeckoro 6eiaka Sdpl, cmaTE3 KO-
TOPOro WHAYLUPYETCS B MPUCYTCTBUU TOKCHUYHOTIO
SDP B KneTKax ¢ BRICOKOM KOHIeHTpanueit pocdo-
PWJIMPOBAHHOTO peEryIsITopHOTO 0Oenka SpoOA-P
(Ellermeier et al., 2006; Kobayashi, Ikemoto, 2019).
KireTkn-kaHHUOAIBI BBIOEISIOT TOKCUYHBIC MEITH-
IbI, KOTOpBIE lIeJIeHAIIpaBJICHHO YOMBAIOT KIJIETKU
B. subtilis, He 3Kcrpeccupylolnme TeHbI TOKCHUHOB.
ITockoJibKy reHbl, KOAUPYIOIINE TOKCUHBI, U T€HBbI,
KOOUPYIOIIEe MOJIMMEp MaTpPUKCa, aKTUBUPYIOTCS
MPY HU3KOM YpPOBHEM (HoCcHOPUIIMPOBAHHOTO pery-
asaTopHoro 6emka SpoOA-P, momymsiimm  KIIETOK,
dopMUpYIOIINX OMOIUIEHKY, Y KJIETOK, CHUHTE3UPYIO-
IIUX TOKCUYHBIC TTeNTUIBI, TIepekphiBatoTcs (Lopez
et al., 2009). B pe3ynbraTe KIeTK1, KOTOPbIE MHUIIV-
WPOBAJIM CUHTE3 ITOJIMMEpa MATPUKCA, BBIACISIOT
TakXKe TOKCHUYHBIC TIENITUAbLI, HaIlpaBJICHHbIE Ha
YMEHBIIICHNE TIOIYISIIUN KJICTOK, He TIPOAYLUPYIO-
X MaTPUKC OMOTIJICHKN. DTO IIPUBOAUT K POPMHU-
POBaHUIO TTOMYJISILINK, COCTOSIIIICH U3 YBEJIMYCHHOTO
KOJIMYECTBa KJIETOK, TPOAYLUPYIOIIUX MaTpHUKC.
ToxcmHBI KaHHNOAIM3MA HE TOJIBKO YOMBAIOT KJIET-
K1 B. subtilis, HO M KJIETKM OPYTUX BUIOB, KOTIa
B. subtilis BeIpamimBaeTCsI B CMEIIAHHBIX KYJIbTypax
(Liu et al., 2010). IIpu coBMeCTHOM KyJbTHUBHPOBa-
Huu B. subtilis (OIIBITHI IPOBOAWIMCH C UCIIOJIb30Ba-
HUEeM (JTyOPECLIEHTHBIX PEITOPTEPOB A1 MATPUIHBIX
T€HOB) C APYTUMU [IOYBEHHBIMU MUKPOOPTaH3MAMU B
MPUCYTCTBUY MHIYKTOPOB 1T 00pa30BaHMsI OMOTUICH-
KM OBLIO OOHApYKEHO, YTO MOMABJISIONISCe OOIBIITIMH-
CTBO COCTaBJISIIM TIpenctaBuTenu poma Bacillus, He-
CMOTPSI Ha pa3HoOOpa3ue OakTeprii B 00pas3iax IMOYBbI.

Taknm o6Gpa3zoM, pa3HOOOpa3HBIE CHUTHAJIbHBIE
MOJIEKYJIBI, OT cypdaKTHHAa 1O TOKCMHOB KaHHMOA-
JIn3Ma, MOTYT CITOCOOCTBOBATh POCTY YMUCJIA KJIETOK
JUISI CTUMYJISIIMK 00pa30BaHMS OMOIJIEHKH B MOITY -
JISUMKU. DTO TTPOUCXOINT C TIOMOIIBIO ITepeaauyy CUTHA-
JIOB, TIPUBOISIINX K nuddepeHIINaIbHONM dKCIIpec-
CHUM T€HOB, WX ITyTeM M30MPaTeIbHOIO YHUYTOXKEHMST
KJIETOK B. subtilis, He CUHTE3NPYIOIINX MMOJTUMEPHBIN
MaTpUKC OMOTUICHKH.
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PACCEMBAHUWE N INCCOLUNALNA
BUOIUVIEHKHA

bakrepuaibHbie OMOTIJIEHKU BaXXHbI B €CTECTBEH-
HBIX YCIOBHAX, IJISI OMOTEXHOJNIOTUM M METUITHEL.
OnHako MOHUMAaHME PETYJISILIMU Pa3BUTHS OUOTIIICHKHN
U ee COXpaHEeHUsI B pa3HbIX HUILIAX SIBJISIETCS TAJIEKO He
MMOJTHBIM. BaxkHol cTamyeif B TeuyeHHWe XKM3HEHHOTO
LIMKJIa OMOTUIEHKU SIBJISIETCSI pacCeMBaHMe, KOrma I1o-
JIBVKHBIE KJIETKU TIOKUAAIOT 3pesyl0 OUOIUIEHKY,
YTOOBI PACIIPOCTPAHUTHCS M KOJIOHU3UPOBATh HOBHIE
Huiu (ITnakyHoB u coaBrt., 2017). Tpurrepamu Bbl-
CTYTIAIOT pa3jInyHbIe 3K30- U 9HIOTEeHHbIE (DAKTOPHI:
W3MEHEHWE HOCTYITHOCTH ITMTATEIbHBIX BEIIECTB,
OakTeprabHbIE ayTOMHIYKTOPHI, KMPHBIC KUCIIOTHI,
MEeNnTUAHbIE CUTHAJIbI, OKCUI a30Ta, CTPECC-CUTHAJIbI
(ronon, M30BITOK Xeje3a, ocharoB u ap.). Takue
CUTHAJIBI TIPUBOIAT K M3MEHEHUIO KOHIIEHTPAIIUH
BTOPUYHBIX MECCEHIXKEPOB — LIMKJINUYECKOIO TUTya-
Ho3uHMoHodochaTta (c-di-GMP) 1 nuknmaeckoro
nuageHuiiatMoHogocdara (c-di-AMP), ryaHo3uH-
terpadocara (ppGpp), ryaHo3uHneHTadocdara
(pppGpp) u manbeix peryiasatopabix PHK, xoropnie
W3MEHSIOT aKTUBHOCTD DKCIIPECCUM OaKTepUaTbHBIX
reHoB (Romling, Galperin, 2017; Townsley et al.,
2018). Ilpouecc paccenBaHUsI OMOIUICHKM KOHTPO-
JIupyeTcsl MyTeM PEryjisiliuy Ha YPOBHE TPaHCKPUII-
LIMM OTIEPOHOB, KOAUPYIOIIUX MAaTPUKC OUOTIJICHKH.
YCcTaHOBJIEHO, YTO B OIpeAeIeHHBIX KIeTKax 0aKTe-
puit B. subtilis 3amrycKaeTcst MeXaHM3M MHTMOMPOBa-
HUS BKCIIPEeCCU F'eHOB MaTpUKca, U OHU BO3Bpallla-
IOTCSI B COCTOSIHME IIAHKTOHHBIX KiIeToK (Vlamakis
et al., 2013; Norman et al., 2013). Ha ypoBHe 3Kc-
MPECCUU TEHOB 3TO MPOUCXOAUT B Pe3ybTaTe CHU-
JKEeHUS YpOBHS aHTUpernpeccopa SIrR mo mepe cospe-
BaHUs OMOTJIEHKH, YTO CBSI3aHO C €ro HECTaOUJIbHO-
CThIO B pe3yjbTaTe pacllelJieHusI MpOoTenHa30it
CIlpCP u kak pesynbraT ayropaspyireHus (Chai
et al., 2010). Pacmenienue peryistopa SIrR mosBo-
JisieT penpeccopy SinR B3anMoneiicTBoBaTh ¢ 001a-
CTSIMH TIPOMOTOPOB OITEPOHOB MAaTpUKCa, WHTUOU-
pysd OuOCHUHTE3 KOMIIOHeHTOB Marpukca (Ogura,
2016; Milton et al., 2020).

VYcraHoBneHo, 9To v B. subtilis TpaHCKPUATTITMOHHBIN
daxkrop SigB, akTuBMpyouMiicss Ha oOIIUiA cTpecc,
HEOoOXOOUM IS OCTAHOBKM pa3pacTaHUsl 3pesoit
OUOTIJIEHKHU U 3aIlycKa MeXaHW3Ma pacceuBaHus, KO-
I7la MUTaTeIbHbIE BEeIeCTBA CTAHOBSITCSI OTpaHUYEH-
HeMU (Bartolini et al., 2018). B yacTHOCTH, OMOIUICHKI
¢ e(beKTHBIM T€HOM sigB ObLUIM OOJbIIE, YeM OUOIUICH-
KU IUKOTO THUIIa, HO IEMOHCTPUPOBAIN YCKOPEHHYIO
rUOEb KJIETOK, OOJIBIIYIO UyBCTBUTEIBLHOCTh K CTpeC-
caM ¥ CHIDKeHmIo nucriepcnn. [Ipmyem obHapyxkeHa
peryasTOpHast B3auMOCBsI3b MexXy hakTopom SigB n
9KCcIpeccueil penpeccopa SinR. DTa HoBast perysi-
TopHas cxema SigB—SinR BaxkHa 111 KOHTPOIS TTpH-
TOIHOCTU OMOILUIEHOK B Pa3jIMYHbIX Cpeaax, B KOTO-
poit perynsaTopHEIil craTyc (pakTopoB SigB u SinR
OIpPEeNEeJIsieT, OCTAIOTCS KIETKU B OMOIJIEHKE WU TTO-
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KnaaroT €€, €CJIN YCJIOBUA CTAHOBATCA He6nar0np1/1-
ATHBIMHU.

Juccouuanusi OMOIUICHKM OCHOBaHA Ha KOHTPO-
JIMPYEMOM paclIelJIEeHUU MaKpOMOJIEKyJl €€ MaT-
pUKca BO BHeKJIeTouHOM cpee (I1makyHOB U coaBT.,
2017). B aToM mpoliecce MOryT y4acTBOBaTb BHEKJIE-
TouHbIe TTpoTenHa3kl (Marlow et al., 2014a). UmeroT-
csl JaHHbBIE, YTO CYOTUIU3UHOIION00HAsI TIpOTeMHAa3a
HaTtToKuHa3za B. subtilis (Dabbagh et al., 2014) u cy0-
TWIM3UHOMNOA00OHAsI TTpoTenHasa B. pumilus crioco0-
HBI pa3pymath aMuIonaHbli rerrtu (Danilova et al.,
2014). MoxHO OpeanojaoXKUTh, YTO BHEKJIETOYHEIC
MpOoTerHAa3bl OALMII YYaCTBYIOT B pa300pKe BOJIOKOH
TasA matpukca 6uorurenku (Mitrofanova et al., 2017).
IMTouck myTeii mist U3ydyeHUs AUCCoLMaliuu Ororie-
HOK SIBJISIETCSI BAXXHOM COLIMaIbHOI MPOOaeMoit. DTu
JlaHHbIE TI0JIE3HBI MPU UCKOPEHEHUM XPOHUYECKUX
UHOEKUUA, WIS TIPeloTBpallleHUs 3aKyIOpKU Tpy-
o6onposonoB u Ap. (Hobley et al., 2015; Velmourou-
gane et al., 2017; Vaccari et al., 2017). D-amMmuHoKuC-
JIOTBI, 1OOaBJ€HHbIE K OMOIJIEHOUYHBIM KYJbTypaMm,
BBI3BIBAJIM AIMCCOLMALIMIO OMOIUIEHOK B. subtilis my-
TE€M BKJIIOUEHUS B MENTUIOIIMKAH U OJIOKUPOBAHUS
BcTpauBaHUs TapA Oejika B KJIETOYHYIO CTEHKY, UTO
MPUBOIUIIO K Aerpamanuu BojokoH TasA (Romero
et al., 2014; Yu et al., 2016). Mukopnopauus D-amu-
HOKMCJIOT B OEJIKM MOXKET ObITh ITpeI0TBpallieHa B MPU-
cyrctBun D-ammnpoanmn-TPHK-geanmmaser, kotopas
ynajusier D-aMUHOKUCIOTHI U3 HEMPaBUIbHO 3apsi>kKeH -
Heix TPHK, mrramm B. subtilis ¢ MmyTaliueit B reHe
D-amunoanmin-tPHK-geanmnaser (reH drd) xapak-
TepU30BaJICS TTOJaBJICHUEeM OUOIIJICHKH, KOTJa MyTa-
1us ObUIa ycTpaHeHa, MHITMOMpOBaHUE OMOIUIEHKU
He HaOmonanock (Leiman et al., 2013). Monexkyisip-
Hasi OCHOBa TOKCUYHOCTU D-aMUHOKHUCIOT 3aBUCUT
OTCIOCOOHOCTU 3aMeIllaTh COOTBETCTBYOMIME L-130-
MEpPbI BO BpeMsl CUHTEe3a O€JIKa U BbI3bIBATh Hapyllle-
HUE B (PYHKIMOHUPOBAHUU OCIIKOB.

Hpyroe coemmHeHNE, CIOCOOHOE y4acTBOBATh B
JYCCOLIMallii OUOILJICHOK, TTPpeACTaBIIsIET CO0O0i Mmo-
JmaMuH HopcnepmuauH (Si et al., 2015; Wu et al.,
2016). HopcriepMuauH MOXET CIEINMUISCKH B3al-
MOJAEMCTBOBATh C 9K30ITOJMCaXapuaoOM MaTpuKca U1
BBI3BIBAaTh HApYIIEHUS B CTPYKTYpe OMOIUICHOK, IIpU
9TOM MYTaHTHI B. subtilis, HeClIOCOOHBIE IIPOAYLIMPO-
BaTh HOPCIIEPMUANH, (DOPMUPOBAIN JOATOXUBYIIINIE
onoruieHku (Kolodkin-Gal et al., 2012). buounHdop-
MaTUYeCKUI ITOMCK T€HOB-TOMOJIOTOB IIyTU OMOCHUH-
Te3a HopcnepMmuauHa FE. coli B reHoMe B. subtilis He
BBISIBUJI ToMoJiorTnuHbIX TeHoB (Hobley et al., 2014).
Tem He MeHee, 3TH UCCIeoOBaHMsI OKa3ajlu, YTO Ta-
KWe crieluduieckue TpUrrepbl OMOIaIeHK , Kak D-
aMMHOKMCJIOTHI M1 HOPCIIEPMUIMH, CITOCOOHEI JIeCTa-
OMIM3MpoBaTh MATPUKCHBIA TOJAMMEpP  3pesioi
OouoruieHKU B. subtilis.

SAKJTIOYEHHE

B. subtilis aBaseTcsl MCKIIOYUTEIBHO YIOOHBIM
MOJIeJIbHBIM OPTaHU3MOM [IJisl UCClIeNOBaHUl MHO-
roo0pas3usi peryJIsITOpHBIX MyTeil cCTallMOHAPHOM (ha-
3bl 3TUX OAKTEPUii, TIOCKOJBbKY OHU CITIOCOOHBI K BBI-
JKMBAHUIO B IIIMPOKOM AUAara3oHe (PU3NKO-XUMUYE-
CKUX YCJIOBUIi, BKJIIOYAsI 9KCTpeMabHble. B reHome
3TUX OaKTEepU HapsOy C TeHeTHYecKou MHdopMma-
1Mel o cnopoodpa3zoBaHUM 3aJ0XeHa MH(pOopMAaILIs O
MeXaHM3MaX OMOCHMHTEe3a M IUCHEPCUN OMOIUICHOK,
OCHOBaHHasI Ha CJIOXKHbBIX FTEHETUYECKUX IIporpaMmax,
OTBETCTBEHHBIX 3a CO3[JaHue €IMHOTO COoOoOllecTBa
CyOITOmyJISILNi TeHETUIECKHN UISHTUYHBIX, HO (peHO-
TUIIWYECKN Pa3IUYHBIX KJIETOK, KOTOPOE SIBJISIETCS
¢dbopMaIbHBIM aHAJIOTOM CJIOXKHBIX MHOTOKJIETOYHBIX
opranusMoB (Kovacs, Dragos, 2019). [Ins1 6uorie-
HOK B. subtilis BbIIBICH 3 (@EKT, CXOOHBIN C TaK Ha-
3bIBa€MbIM “pOACTBEHHBIM OTOOpoM” (kin-selec-
tion), XapakTepHBIM MJis BBICIIMX OPTaHU3MOB U
MPUBOISIINM K OOECIEYCHUIO XKM3HECIIOCOOHOCTHU
JIOYEPHUX KJIETOYHBIX TIOKOJIeHUi. bucraduib-
HOCTb, BbIpaxkeHHas B (QEHOTUITNYECKOM M3MEHEHU U
KJIETOK, CITOCOOCTBYET IIPHUCIIOCOOJIIEMOCTH BHA,
MOCKOJIbKY CYOTOMYJISIIMYA B3aUMOBBITOTHO B3aUMO-
JIEJICTBYIOT BHYTPU COOOIIIECTBA, a TETePOreHHAas 110~
MyJISIIMST CITIOCOOHA OBICTPO pearmpoBaTh Ha JIIOOBIE
U3MeHeHUue okpyxatoiieid cpeabl. ns B. subtilis
UICHTU(PUIIMPOBAaHA pa3BUTasl CETb PEryJISITOPHBIX
CHUCTEM, YYaCTBYIOLIIMX B OOpa30BaHUU FE€TEPOTEHHO-
ro MUKpPOOHOro COOOIEeCTBa, YCTAaHOBJIECHBI CUTI-
HaJIbHbIE U PETYJISITOPHBIE ITyTH, KOTOPhIE 3alycKa-
0T popMupoBaHne OMoIrUIeHKN. Cpen HUX OJHUM
U3 LEHTPAJbHBIX COOBITMI SIBJISETCS aKTUBAaLIMS
TpaHCKpUNLMOHHOTO (akTopa Spo0A, 3amyckaio-
IIIEr0 AKCIPECCUIO T€HHBIX KJIACTEPOB, KOIUPYIOIINX
MaTpUKC OUOTIJIEHKU, B OTBET Ha IIUPOKUI CHEKTP
BHEKJIETOYHBIX CUTHAJIOB. OmHOII 13 0COOEHHOCTEM
KJIeTOK B. subtilis, opMUPYIOIINX OMOIUICHKY, SIBJISI-
€TCSl CUHTE3 U CeKpeLrsl TOKCUYHBIX MEeNTUA0B KaH-
HubaIn3Ma ISl HOAaBASHUS KJIETOK, HE CUHTE3UPY-
IOIIMX BHEKJIETOYHBIE TTOJIMMEPhl MaTpuKca. Peanb-
Hble MEXaHM3MBbl pPeTYJSILIMM MOTYT OBITbH Oojee
MHOI'000pa3HBIMHU, IIOCKOJILKY OakTepun B. subtilis B
MpUPoOJIe OOUTAIOT B COOOLLECTBE C KOPHSIMM pacTe-
HUI WX B IPUCYTCTBUU ApYrux opraHusmMoB (By3o-
JieBa U coasT., 2016; Yannarell et al., 2019; Hashem
et al., 2019; Boka et al., 2019). B c¢Bs13u ¢ 3TUM, MHO-
rue mpobsieMbl B pa3BUTUM OUOMJIEHOK B. subtilis
ocTaloTcsl HepelleHHbIMU. KoMIUIeKCHBIIT aHanu3
PETYJISITOPHBIX CXEM IIPUBEI K OTKPBITUIO HOBBIX
COCOOOB peTyJIsSILiuM IJis1 OaKTepuil, BKJIo4Yast Briep-
BhIE OIIMCAaHHOE TI00aJIbHOE alleTWINpOBaHUE Oell-
koB (Reverdy et al., 2018) uau OTKpHITHE OCOOBIX
Y4aCTKOB, MEMOpPaHHbBIX (PYHKIIMOHATBHBIX MUKPO-
JIOMEHOB, 3KBHMBAJICHTHBIX JIMOUIHLIM padramM B
IU1a3MaTUIECKUX MEMOpaHaX 9yKapUOTUIECKIX KJIe-
ToKk (Lopez, 2015; Bramkamp et al., 2015; Lopez,
Koch, 2017; Wagner et al., 2017). IIpouecc niepenaun
CUTHAJIOB 4Yepe3 PEryasTOpHbIE KacKaabl CUTHAJIb-
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HOM TpaHCAYKIMK y OalWII IIPOUCXOMUT IIPU yda-
CTUU MeMOpPaHHBIX MUKPOJOMEHOB B COOTBETCTBUMU C
HabOpOM OKpyxXawIux (pakTopoB. CTPYKTYpHast op-
raHM3alys MUKPOIOMEHOB IT0Ka3ajia HeOXTaHHBIA
YPOBEHb CJIOXKHOCTU, YTO CTajlo OecrpelieIeHTHBIM
IUTST OaKTEepUid, TTOCKOJbKY OaKTEpUU SIBJISTIOTCS 0O-
Jiee CJIOXHBIMUA OpraHM3MaMM, Ye€M CUMTAJIOCh pa-
Hee. bosee Toro, naHHbIE CBUIAETEIBCTBYIOT O TOM,
YTO MeMOpaHHbIE MUKPOJIOMEHBI IIMPOKO PaCIIpo-
CTpaHeHBI cpeny Oakrepuii. B ommmune ot mHdopMma-
LIMU O PETYJISILIMA MEXaHU3MOB 00pa30BaHusI OMOTUICH-
KU, U3y4eHME IyTeil KOHTPOJISI 32 pacCeMBaHUEM U JINC-
conpanmeii OWoIUIeHKM y B. subtilis HaxomuTcsS B
HavyaJIbHOM COCTOSTHMM. BoIripochl, KOTOpbI€ IIpe-
CTOUT pEIINUTh, CBSI3aHBI C CUHTE30M CcIlelnduye-
CKUX nenTuaoB 1 D-aMMHOKMCIIOT, Y4aCTBYIOIINX B
pa30dopKe OMOTIIICHKHU B Pa3HBIX YCIOBUSIX, KPOME TO-
ro, IMPEACTOUT OIPEASIUTh BHEIIHUE U BHYTPEHHNE
CTUMYJIBI, 3aIlyCKaloIIne 3T mponecchl. Takue nc-
CJIeIOBaHUS MMEIOT HE TOJIbKO (byHIaMEHTaJbHYIO,
HO 1 IIPaKTUYECKYIO0 3HAYMMOCTh Y HalleJICHEI, B TOM
qurcie, Ha 00pp0y ¢ omorimeHkaM, GOpMUPYEMBIMHA
MaTOreHHBIMM OpraHu3MaMu, IJIsT pa3paboTKu (-
(EKTUBHBIX CIIOCOOOB HOBOII KOMOMHMPOBAHHOMI
Tepanuu.

OMHAHCUPOBAHUE PABOTHI

PaGora BBITIOJIHEHA B paMKaX TOCYJApCTBEHHOM IIPO-
rpaMMBI TIOBBILIEHUsI KOHKYpeHTOCcImocooHoct KaszaH-
ckoro (IIpuBoskckoro) denepaJlbHOIO YHUBEPCUTETA
Ccpeay BeoylIMX MUPOBBIX HAYYHO-00pa30BaTeIbHbIX LIEH-
TpoB U nopaep:kaHa rpantamu PH® 16-16-04062 u PDO-
DU 19-08-00853.

COBIIOAEHNE 9TUYECKNX CTAHIAPTOB

Hacrosias craTbsl He CONEPKUT Pe3yJIbTATOB UCCIIe-
JIOBAaHUM C MCITOJIb30BaHMEM XXUBOTHBIX B KaUeCTBE 00b-
€KTOB.
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Abstract— Bacilli control behavioral reactions such as motility, biofilm formation, production of enzymes and
metabolites, differentiation, and others by integrating a variety of environmental signals through a complex
regulatory network. In the natural environment, Bacillus subtilis exists predominantly in the form of biofilms,
which has made it an ideal model for studying the molecular strategy of biofilm formation. This paper sys-
tematizes information on the main regulatory systems responsible for the loss of mobility and the formation
of B. subtilis biofilms, analyzes the behavior of bacteria within the biofilm population, leading to a state of
bistability and differentiation into different types of subpopulations. It also evaluates the regulatory relation-
ship between control systems responsible for the synthesis of structural components in biofilm matrices. Par-
ticular emphasis is placed on data concerning signaling mechanisms that trigger the formation of a biofilm
and its dispersion. In general, we summarize information about the latest discoveries in this area and their
integration into the general idea of these complex microbial communities.

Keywords: Bacillus subtilis, biofilm, bistability, transcription regulators, repressors, antirepressors, metabolic

regulation, signal mechanisms
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MuxpocKoInmmuecKue rpuobl, Cpeay MHOTo0Opas3us KUBBIX OPTaHU3MOB, He UMEIOT cebe paBHBIX 110 CIIO-
COOHOCTU OCBauBaTh Pa3IMYHbIE 9KOJOTMYECKUE HUIIIY O1arogapsi 3BOJIOLIMOHHO C(OOPMUPOBAHHBIM Me-
XaHM3MaM aJanTalyy K IIMPOKOMY JMaIna3oHy U3MEHUYMBOCTU MPUPOTHO-KIMMATUYECKUX U TEXHOTECH-
HBIX (pakTOopoB. OOUH U3 MOAXOA0B K IMTOHMMAaHUIO MEXaHW3MOB adanTalluid K MEHSIOLIMMCS YCIOBUSIM
Cpenbl CBsI3aH C JIMITMIHLIM MeTaboan3MoM. B 0030pe 1aH KpuTUdecKuit aHaInu3 IyOoIMKaLii 1 COOCTBEH-
HBIX 3KCIIEPUMEHTAIbLHBIX JAHHBIX OTHOCUTEIbHO U3MEHYMBOCTHY JUITMIO0OB MUKPOMUIIETOB I10]1 BJIUSTHU-
eM cTpecc-(GaKTOPOB M CBSI3aHHBIX C 3THMM BO3MOXHBLIX MeXaHU3MOB aganrtauuu. [1poaHanmm3npoBaHEI
(GYHKILMOHAJIILHBIE, CTPYKTYPHBIE U KOJIMYECTBEHHbIE U3MEHEHUSI TPUOHBIX JIMIIUIOB B YCIOBUSIX OCMOTH -
YeCKOro, TeIJIOBOTO 1 XOJIOJOBOI0 BO3ICUCTBUIA, a TAKXKE TOKCUYHOCTH cpenbl. BruoxmMmumdeckue n3meHe-
HUS cocTaBa pocHONUNUIAOB U APYTUX MEMOPAHHBIX JIMIIUIOB OXapaKTepHU30BaHbI, B 1I€JIOM, KAK MHOT'O-
oOpa3Hble 1 HEOTHO3HAYHEIE, 3aBUCSIINE OT CTEIIEHN BO3IEMCTBUS, ICXOIHOTO COCTaBa JIMIUIOB, TeHE-
TUYECKOM PEe3UCTEHTHOCTU I'PUOOB U CIIOCOOHOCTH K afamnTalluy K 3KCTpeMaJIbHbIM yCIOBUSIM cpeabl. B
0030pe 00CcyKIaeTcs poJib JIMIUIHOTO OOMEHAa B KOMIUIEKCHOM OTBETe T'PMOHOM KJIETKM Ha CTPECCOBBIC
BO3JICUCTBUS.

KimoueBbie cioBa: rpr0Obl, MeMOpaHa, BSI3KOCTh, (pOChONUIMIbI, CTEPUHBI, COUHTOJIUIIMIbI, CTEIIEHb He-

HAaCbIIICHHOCTH, OCMOTHYECKUIA 110K, TEMJIOBOI 110K, XOJIOIOBOI 10K, TOKCMYHOCTDL CpE€abl

DOI: 10.31857/50026365621010043

BBEAEHME

Cpeny MHOTooOpas3us XXKNBBIX OPraHM3MOB MUKPO-
CKOIMTMYECKE TPUOBbI (MMKPOMUIIETHI) HE UMEIOT cede
PaBHBIX TT0 CITOCOOHOCTH OCBAaMBaTh Pa3IMYHbIE 3KOJIO-
rmyeckre Huim (Gongalves et al., 2012; Grum-Grzhi-
maylo et al., 2016). OHu pa3BHBAIOTCSA B IIMPOKOM
IMarna3oHe M3MEHUYMBOCTH MPUPOIHO-KIMMaTUYe-
CKMX 1 TexHOTeHHbIX (pakTopoB (I'opdyHOBa, Tepexona,
1995; Tepexona, 2007; Grum-Grzhimaylo et al., 2016;
Sazanova et al., 2019). Huzkue TeMneparypbl apKThue-
CKUX U aHTapKTUYECKHWX MECTOOOMTAHW, BbICOKAs
WHCOJISILIUSI TOPHBIX OMOTOMNOB, TOpsTYMe UCTOYHUKMU,
9KCTpEMaJIbHbIC YCJIOBHYS TIPU TTOBBILLIEHHBIX YPOBHSIX
panvanuu, MUHepaIu3alliv, KOHLIEHTPalUuU TOKCU-
KaHTOB SIBJISIIOTCS cTpecc-(haKTopaMu JIJIs1 TTIOAaBsIO-
ILIETO YMCJIa BUIAOB XKMBbIX OpraHM3MOB. Cpeli MUKPO-
MMIIETOB BEJIMKA J0JIs1 PEBUCTEHTHBIX (DOPM C 3BOJIIO-
LIMOHHO C(hOPMUPOBAHHBIMU OCOOBIMU MEXaHU3MaMU
ajanTalyu K 9KCTpeMaJIbHbIM YCJIOBUSIM.

OIuH 13 MOAXOOOB K MOHMMAHUIO MEXaHU3MOB
aJarnrTainiyy K MCHAIOIMMCA YCJIIOBUAM CPCIbI CBA3aH
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C JIMIIUIHBIM OOMeHOM. B myJie TUIIMAHBIX CTPYKTYP
BBIIEJISIIOT MapKephl COCTOSIHUS cTpecca (AnyneBuy
" coabrT., 2016). M3ydeHne CTPYyKTYpPHBIX U (PYHKIINO-
HaJIbHBIX U3MEHEHUI JIMIIMIHOIO MeTaboIM3Ma rprudoB
MpeACTABIISIET HE TOJIBKO TeOpeTHIecKuii mHTepec. [1o-
TeHLMAJIbHAasE BO3MOXHOCTb YIPaBJISITh amarTaly-
OHHBIMM Me€XaHU3MaMU JeJiaeT IIPUBJICKATeIbHbIMU
MOAOOHBIE UCCIIENOBAHUS B pa3IMYHbIX HaIlpaBJie-
HUSIX OMOTEXHOJIOTUM, CPEIN KOTOPHIX 0CO00M TTpH -
BJICKATEJIbHOCTBIO BBIIE/ISICTCS MPOMAYKLIMS OUOI0-
FMYECKU aKTUBHBIX COEIUHEHUI 3KCTpeModuiiaMu
U BKCTpeMoTojiepaHTaMU. MHTepec K ITO3HAHUIO
MEXaHU3MOB aIalTallii MUKPOMMIIETOB K CTPECCOBBIM
YCIIOBUSIM CBSI3aH TaKKe C BHEIPEHHEM B DKOJIOTMYE-
ckue nccnenosannss OMMUMK C-texHoornii, mpeacraB-
JISTFOLLIMX HOBYIO BO3MOXHOCTB OLICHK! O1Opa3HO00pa-
3151 HA OCHOBE MOJIEKY/ISIPHO-TEHETUUECKUX aHAIN30B,
B TOM u4ucje JunuaHbix Ipoduieii (Vaskovsky et al.,
1991; Po3eHuBeT u coaBT., 2018).

B o00630pe mnpoaHanu3npoBaHbl (PYHKIIMOHAIb-
HblE, CTPYKTYPHbIE U KOJIWYECTBEHHbIE N3MEHEHUS
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JINITUI0B MUKPOMMUIIETOB B YCIOBUSIX OCMOTHYECKOTO,
TEIUIOBOTO U XOJIOJOBOIO Bo3aeicTBU. OTOeIbHBIN
pa3znen IMOCBSIIeH TEXHOTEHHOMY CTPECCY U BO3ICH-
CTBUIO 3arpsI3HSIONINX BEIIECTB. Pe3yIbTaThl TAKOTO
aHaJiM3a TO3BOJISIIOT MPUOIU3UTHCS K MOHUMAaHUIO
MEXaHU3MOB CTPECCOYCTOMYMBOCTU M aJamnTaiuu
MUKPOMUIIETOB, a TakKXe CTaOUMIIbHOCTU TPUOHBIX
JIMITUOHBIX TIpoduiieil B U3MEHSIOIINXCS TeMIlepa-
TYPHBIX, OCMOTHUYECKMX YCIIOBUSIX U U3MEHEHUU TOK-
CUYHOCTH cpelnbl oontaHuss. B 0630pe obcyxkmaercs
poJIb JIMOMUIHOIO OOMEHa B OOIlEeM KOMIIJIEKCHOM
OTBEeTe TPUOHOM KJIETKM Ha BO3ACHCTBUS CTPECCOP-
HBIX (haKTOPOB.

PASHOOBPA3UE JIMITUOOB
MUKPOMHWLETOB

PasHooOpa3ue TUnuaoB B KJIeTKaX 3YKapuOTHBIX
OpPraHM3MOB Ha MOPSIOK BhIlIE, YEM Y TIPOKAPUOT-
HbIX. YuCI0 HAaMMEHOBAHUM JIUMTUIHBIX MOJIEKYJ Y
MPOKApUOTHBIX OPTaHU3MOB He mpeBbiaeT 100, To-
rIa Kak y 3yKapMOTHBIX MX HACUYNTHIBAIOT okoJio 1000
(Simons, Sampaio, 2011). CoctaB JUNIUIOB MUKPO-
MUIIETOB JOCTAaTOYHO MPOCT, MO CPaBHEHUIO ¢ Gosee
CJIOKHO YCTPOEHHBIMU 3yKapuoTaMM, OJHAKO €ro
OCHOBHBIE€ CBOMCTBA CPaBHUMBI C JIMITUAOMOM JIIO-
001i syKapuoTH4YeCKOM KJIeTKU. TpuauuiaranuiepruHbl
(TAT') 1 apupsl ctepuHOB (DC) cirykaT 3armacHbIMUI
JIMITUAAMU, UCTOUHUKAMU CBOOOTHBIX XKUPHBIX KUC-
Jiot (C2KK), 13 KOTOpBIX KJIeTKa MOJIy4aeT SHEPTUIO
B niponiecce B-okucienus (Klose et al., 2012). OcHo-
BY MeMOpaH COCTaBJISIOT IULepodochOoIunuabl
(®J1), chunronunuasl (CJI) u crepunsl (Ct). Pas-
HooOpa3ue JMMNUIOB OOYCIOBJIEHO pPa3InYHbIMU
KOMOUWHALIMSIMU CTPOUTEIBHBIX OJIOKOB — MOJISIPHBIX
roJIOBOK U allUJIbHBIX 1iemneii. B coctaB ochonunu-
noB (PJI) Bxomat dhochaTumuiastaHodaMmuHbl (D),
docharuamnxonunusl (PX), hochaTnaHble KUCIOTHI
(PK), docharuauincepunsl (PC), dbocharuami-
nHo3uThl (DH), mm3odochaTuaMISTAHOTAMUHEI
(JIDD) u nuzodocharnaunxoannsl (JIDX), docoa-
tuaunrauuepuHsl (P u kapanonunuHbsl  (KJI)
(puc. 1). OcHoBHBIMHY XKUpHBIMU KuciaoTamu (2KK) B
COCTaBe JUMUI0B IPUOOB SBJISIOTCS MAJIbBMUTUHOBAS
(Ci60), creapunoBast (Cigp), onenHoBast (Cignoc),
quHoneBast (Cigone) U O-nuHONEHOBAST (Cig.3,3)
(Weete, 1974) (puc. 1). Hekoropsie KK, Ct, ®JI u
CJI MOryT BBITIOJIHSTH CUTHAJIbHBIE (DYHKIIUMU B KJI€T-
ke (Pan et al., 2018).

CrpoeHrie MeMOpaH MUKPOMMUIIETOB COTJIaCyeTCs
C >KMIKOCTHO-MO3au4yHoU Mojesiblo. CorjiacHo 3Toi
MOJIEJIU, OCHOBY MEMOpPaHbI TIPENCTABISET JUMATHbINA
OMCJIO ¢ MHTErpMPOBAaHHBIMU U TieprdepuIecKUMU
MeMOpaHHbBIMU OeJIKaMU U TJIMKOMTPOTEUHAMU, a TAKXKe
MUKpomoMeHaMu (JimmuaHbiMu padtamm) (Nicolson,
2014). Y rpuboB coaepXaHue JUMUI0B B MeMOpaHe
KkoJieosiercs ot 30 no 50%, cooTHollIeHNE OEIKOB K
qunuaam — ot 0.95 no 2.1 (Weete, 1980).

B 3aBUCHMMOCTH OT OTHOCUTEIBHOIO pa3Mepa Mmo-
JIIPHOM TOJ0BKU U TuapodoOHbIX 1ierneit DJI mensar Ha
OucioiiHble W HeOUCIOUHbBIE. BUCIIOlHbBIE MUITNIBI
(DX, ®U) nmeroT TUIMHAPUIECKYIO (GOPMY U ITOTO-
My CIOCOOHBI OOpa3oBath Oucnoil. HebucnoiiHbie
Jurnaasl (PO, PK, KJI) uMeroT KoHnYeckyto (opmy u
00pa3yloT MHBEPTUPOBAHHYIO TIeKCAaroHAJIbHYIO (dazy
(Muneibl). B NpuCyTCTBUM OMCIOMHBIX JIMITHMIOB
HeOUuCIOWHBIE MOTYT (POPMUPOBATH OUCITON, 00pasys
IIpXA 3TOM M3TUOBI MeMOpaH, 4TO TpeOyeTCs B IIPO-
eccax CIMSTHUS U IejieHus KieTok (van den Brink-
van der Laan et al., 2004). JIunnaHbIii OMCITIO MOXET
HaXOOUTHCSI B OBYX (hazax — XKUIKO-KPUCTAJUIMYE-
CcKol (MeHee BsI3Kast M ynopsimoueHHasl) U TeJICBOM
(Gonee BsI3Kas U ynopsinodyeHHast). Temrepatypa ¢a-
3oBoro nepexona (T,,) MeHseTcs B 3aBUCUMOCTHU OT
coctaBa DJI, a TakKe YBEeIUUMBAETCS 110 MEPE YT~
HEHUs allWJIbHBIX LIeNeid U yMEeHbIIaeTcsl 1o Mepe
BBeleHUsT HeHachileHHBIX KK B Monekyny @JI
(Renne, Kroon de, 2018).

JIunuael ¢ IMHHBIMYA HACBIIIIEHHBIMHY aLlJIbHBI-
mu uersivMu (Harpumep, CJI) yBeIn4mBaioT BI3KOCTh
MeMOpaH, 3a CUeT IJIOTHOM YITaKOBKY MOJICKYJT U JIU -
MUI-JTUIIAIHBIX B3auMmoneicTBuii. HeHachlmeHHEIe
KK B cocraBe munmaooB, HA00OPOT, IIPUBOISIT K pa3-
PBIXJICHUIO OMCIIOS, TIOCKOJIBKY U3TMObI alIWJIbHBIX 11e-
el IpeIoTBPAIalOT ITIOTHYIO YIIAKOBKY MOJIEKYJI, YTO
cnoco0cTByeT IpouieccaMm sHpouuTo3a (Harayama,
Riezman, 2018). Monekynabl CT oKa3bIBalOT ABYHa-
MpaBJIcHHOE CTaOMIM3UpYIollee AeiCTBIE Ha MeMOpa-
Hy. OHU IPEISITCTBYIOT 00pa30BaHMIO TeJIsI, BCTpanBa-
SICh MEXIY alMJIbHBIMU LIETIIMU M pa3aBUTasl UX, 4TO
CITOCOOCTBYET YBEJIMUECHUIO TEKY4ECTH, a B KMIKO-
KPUCTAJUIMIECKOM COCTOSIHUM YMEHBIIAIOT IOABIK-
HOCTb allUJIbHBIX LIeTIeii, CTTOCOOCTBYSI YMEHBIIIEHUIO
tekydyectu (Holthuis, Menon, 2014). Bricka3aHa ru-
moTe3a KoMMapTMEHTaIu3auuu MeMOpaH (Simons,
Sampaio, 2011). B MeMOpaHe MOTryT 00pa30BBIBAThCS
JIWHAMHWYHBIE HAaHOpa3MepHbIe MUKPOAOMEHEI, pad-
Thl — YIIOPSIMOYEHHBIE CTPYKTYpPhI, OOOTaIleHHBIE
Cr, CJI u crieundudyeckumMu OejKaMyd B MeTacTa-
OMJIBHOM COCTOSIHUM, KOTOPOE MOXET OBITh aKTUBU-
pOBaHO JUIIMA-IUIIMOHBIMUA, JIAIHUA-0eIKOBBIMU
WIn 0eJI0OK-0eJIKOBBIMM B3aMOJECTBUSIMMU.

KoHTponb comep:kaHusi pa3IUYHBLIX JUIUIOB B
KJIETKE MOXET OCYIIECTBIISIThCS KaK HETTOCPEICTBEH-
HO, TaK M KOocBeHHo. Tak, akTop TpaHCKpUIILIUU
Upc2, KOHTPOIUPYIOIINIA 3KCIIPECCUI0 TEHOB GUO-
cuHte3a CT, peryjimpyercs IyTeM HeITOCpPEICTBEH-
HOTO CBSI3BIBAHUSI C MOJIEKYJION 3procreprHa. AHa-
nornuyHo, ®C-cuHTaza-1 HHrMOUPyeTCsS MOJIEKYIOM
dDC, obecrnieunBad noaaepxanue koandecrtsa @PC Ha
Hy>XHOM ypoBHe (Harayama, Riezman, 2018). Ypos-
HU DJI KOHTPOIUPYIOTCI UX MpealeCTBEeHHUKAMU
(Hakorenue MK, JAT). CrereHb HEHACBIILIEHHOCTH
DJI y apoxckeil KOHTpoaupyeTcsi (pakKTOpoM TpaH-
cKpuri Mga2, KOTOPBIi aKTUBUPYETCS B CITydae ITo-
BBIIIIEHHOTO coaepxkaHus HachieHHbIX 2KK B cocTaBe
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chem.ncbi.nlm.nih.gov). O6o3naueHus: KK — xxupHbie kucnotsl; @I — dochatununrmuiepunbl; PU — docharuammmHo-
3uthl; DC — dbochatunuincepunsl; ®X — pocharunmnxonntsl, D — bocharuannsranonamutbl, PK — pochaTunHbie Kuc-

notel; UPL —uHo3mibochopu LepaMu.
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MeMOpaHHBIX JUIHUIOB, MPUBOAS K al-peryIsiiun
reHoB gecatypasbl Olel (Covino et al., 2016).

BuocunHTe3 MeMOpaHHBIX JIMIIUIOB MUKPOMMUIIC-
TOB MOXHO pa3fejnuTh Ha 4 OCHOBHBIE YaCTU: CUHTE3
KK, ®JI, ClTu Ct (Ernst et al., 2016). B ocHOBe crH-
Te3a MEMOpPaHHBIX JUIIMAOB JIEXUT ITyJI CBOOOTHBIX
KK. Kak mpaBuito, y 3yKapuoT WX CUHTE3 de novo
MPUBOIUT K 0Opa30BaHUIO MAJILMUTUHOBOM KMCJIO-
ThI, KOTOpasl IIOABEepTracTCs AaJlbHEUIINM MOIN(M-
KauusM (pepMeHTaMM 3JIOHTa3aMM 1 AecaTypa3aMu C
o0pa3oBaHMEM OOJIBIIOro pa3zHooOpasust MosekyT 2KK.
IMonnepxaHue romeocTaza MeMOpaH TpeOyeT IMOCTO-
sTHHOTO obOpa3oBaHus MJI, KOTOpbIe CUHTE3UPYIOTCS
B OIIP, annapate I'onpmku 1 MmutoxoHapusgx. CuH-
te3 DJI BKIIIOYAET MOCIIeI0BaTEIbHOE IIPUCOCIUHE -
HUE auuiaTpaHcdepa3zaMy alWIbHbBIX LETeil B II0JIO-
XeHus sn-1 1 sn-2 MOJIEKyYJbI TuLepoa-3-gocdara
c obpazoBanueMm @K, n3 KOTopoii gajee yepe3 AT~
IuH nudocdaT-IuauuIrIIepUHOBEI ITyTh CUHTE-
3upyeTtcs Bce pazHooOpasue DJI. OgHako CcyllecTBy-
€T W aJIbTepHATUBHBI ITyTh cuHTe3a OX u @D nytem
BKJIIOUEHUST XOJIMHA M 3TaHojamuHa B DK uyepes
nyth Kennenu (Redon et al., 2012). 3ameHa auuib-
HBIX Leneii DJI B 1oJIOXKEHUU sH-2 OCYIIECTBIISICTCS
B nukie Jlanna (Yamashita et al., 2014). ITyts cuHTe-
3a CJI cocTouT U3 cepuu peakiinii, B KOTOPBIX IIEPBO-
HavyaJbHO 00pa3yioTcsi C(OPUHIOMAHBIE OCHOBAHUS C
pa3HO MIMHOM LIENY, KOIWYECTBOM THAPOKCHUIIb-
HBIX TPYMII, CTereHblo HeHachileHHocTu (CH), koTo-
pBbIe IPEBpAILaIOTCS B LIepaMUIBI — IPEIIIeCTBEHHUKI
nHo3utoi-comepxkammx CJI y apoxckeitr (Ernst et al.,
2016). ITytb cunTe3a Cty rpu60oB BKJIIoYaeT oKosio 30
peaKkinii, KOHEUYHLIM IIPOAYKTOM SIBJISICTCSI 3ProCTe-
puH (Weete, Gandhi, 1996; Espenshade, Hughes, 2007).
Heiirpanbubie nunuabl (TAI, DC) saBISIIOTCS UCTOY-
Hukamu CXKK, Ctu IJAT. JIAT', obpasyoliuecs: Ipu
pacmage @K, ciayxaT OCHOBHBIMU MpeAIlIeCTBEHHU-
kamu TAT', Torna Kak 3procTepuH siBasieTCS TpealIe-
ctBeHHUKOM DC (Pan et al., 2018).

JAMNAbl MUKPOMHULIETOB B YCITIOBUAX
OCMOTHUYECKHUX BO3AEMCTBHUUA

Ocmotnueckuii mok (OII) — 3To Bo3aeiicTBrE Ha
OpraHu3M I'uIep-/TUIOOCMOTUYECKOM CpeNbl, KOTOPOE
BBI3bIBAET NP (Y310 CBOOOTHOM BOABI M3/B KIETKY
yepe3 MOJYNPOHUIIAEMYIO IIMTOILUIa3MaTUYECKYIO
MeMOpaHy, YTO TTPUBOAUT K U3MEHEHUIO oObeMa U
¢dOpMBI KJIETKM, CHUXKEHUIO CKOPOCTU POCTa U METa-
0oM3Ma, BOBHUKHOBEHUIO OKWUCIMTEIBLHOIO CTpecca
(Ramos-Moreno et al., 2019).

AnanraiimoHHbIi oTBeT KiieTku Ha OILl siBisercs
KoMIUieKCHbIM. Ha MopdosornyeckoM ypoBHE OH
MIPOSIBJISIETCSI B UBMEHEHUM pa3Mepa U IIMTMEeHTalu’
KOJIOHUWM, YTOJIIEHUN KJIETOYHOM CTEHKM, U3BMEHEHUM
€e CTPYKTYphI U yCUJIeHUM MejaHu3anuu (Abu-Seidah,
2007; Liu et al., 2017b; Ahumada-Rudolph et al., 2019).
Ha OuwoxmMmmyeckoM ypoBHE IIPOMCXOIUT CHHTE3

OCMOJIMTOB (CaXxapoCHUPTOB U TPErajo3bl), (hepMeH-
TOB 3a1uThl 0T ADPK, usMeHsieTcs1 cocTaB MEMOpPaH.

OCHOBHBIM MOJIEJIbHBIM OOBEKTOM U3YyUYEHUS Me-
XaHU3MOB PE3UCTEHTHOCTU K OCMOTHYECKOMY haK-
TOPY JIOJITOE BpeMsI SIBJISITIUCH APOXKKU Saccharomyces
cerevisiae, OOHAKO II0 CTEIIEHU YCTOMYMBOCTU OHU
3HAYUTEJbHO YCTYIAIOT BbIIEJIEHHBIM OTHOCUTEJILHO
HenaBHO TanopwnbHBIM (Wallemia ichthyophaga) n
rajorojiepaHTHbIM (Hortaea werneckii, Debaryomyces
hansenii) IpoxcKaMm, MeXaHU3Mbl OCMOaaarTaluu
KOTOPBIX Ha HACTOSIIIIUIA MOMEHT UHTEHCUBHO U3Y-
yaroTcs (Gunde-Cimerman et al., 2018).

B oTinuue oT AByCTyNmeHYaTOM CUTHAJIbHON CHU-
CTEMBI TTPOKAPUOT, 11 BYKApUOT XapaKTepHa MHOTO-
cryreHvarass cucreMa gocdopunupobanus (MCD),
KOTOpasl y4acTBYeT B BOCIIPUSTHM M TpPaHCOYKIIUU
Pa3HOOOpPa3HBIX CUTHAJIOB, MOCTYIAIOIIMX U3 BHEIITHEN
cpenbl (Jacob, Thines, 2017). MHOTOKOMITOHEHTHOCTD
9TO# cucTeMbl obecreyrBaeT 0oJiblllee KOJIUYECTBO
9TAIoB PeTYJIMPOBaHUs, YTO obJieryaeT 3aaady nepe-
Jlayu CUTHAJIOB B pa3jiMuHbIE KJIETOUHbIE KOMIIapT-
MeHTbl. Kpome ydacTusi B TpaHCAYKIIMM BHEIIHUX
curHajoB MC® yyacTByeT B IIpolieccax LUTOIU@-
¢depeHIIMPOBKU, XEMOTaKCUCA, B IEPBUYHOM 1 BTO-
PUYHOM METabO0IU3Me U HeoOXoauMa JIJIsl BUPYJICHT-
Hoctu (Manfiolli et al., 2019; Roman et al., 2020).
IMepBoit MC®, nneHTUGULMPOBAHHON Y 3YKapUOT,
opu1 HOG niyts (high osmolarity glycerol — HOG —
pathway), KOTOpbIii yyacTBOBaJ B ajanTallui K OC-
MOTUYECKOMY CTpeccy y S. cerevisiae (Brewster et al.,
1993). HOG-nyTh BKJIIOYAET NBE lIeNU Iepeaadyu
CUT'HaJIa Yepe3 OCMOCEHCOPHbIE OEJIKU TMCTUANHKM -
Ha3el SLN1 u SHOI, obmanarommme ayToKMHA3HOIA,
dochoTrpaHchepHOil u dochaTa3HON aKTUBHOCTSI-
mu (Tatebayashi et al., 2020). ITokazaHo, utro SLN1 u
SHO1 uyBcTBUTENILHBI K N3MEHEHUSAM (PU3UKO-XH-
MUYECKMX CBOMCTB MeMOpaHbl, OAHAKO TOHKMIA Me-
XaHU3M peleNiMU CUTHaIa OcTaeTcsl HesiCHbIM. T1o-
KkazaHa yyBcTtBuTeIbHOCTh SLN1 1 SHO1 k usmene-
HUIO Ba3KocTu MeMmOpaHbl (Hayashi, Maeda, 2006).
YcTaHOBIIEHO, YTO B peryasuuy aktTuBHOCTH SLN1 u
SHO1 yugacTtByroT padThl, 1 BbICKAa3aHO IIPEAIOJIO-
>XeHHe 00 MX yJ4acTUM B PETYJISIIMN OCMOCEHCEPHBIX
MmexaHusmMoB HOG-nytu. Ilpearmnosnarator, 4To Ket-
KU JIPOXCKEH MOTYT BOCHPUHMMATh OCMOTWYECKUi
CcTpecCc KakK M3MEHEHUsI CTPYKTYPHBIX U/WUIu HU3U-
yeckux cBolicTB padtoB (Tanigawa et al., 2012). B on-
TUMaJIbHBIX YCJIOBUSIX TMCTUAWH-KMHA3HbBIN TOMEH
SLNI1 aBTodochopunupoBaH, Ipu ydactuu ¢ocdo-
TpaHcdepHoro oenka YPDI1 docdar nepemaercss Ha
peryimsitop otBeta SSK1, 9To MHIMOMpyeT KackKaj
MAP-kuHa3s.

IIpu ocMOTMYECKOM BO3ACHCTBUU MPOUCXOAUT
nHruoupoBanue ¢ochopunmpoBanusa SLN1, B pe-
synbraTe 9ero SSK1 okaspiBaetcs Hedochopummpo-
BaHHO M CTaHOBUTCSI CITOCOOHOM aKTUBUPOBATb
Kackag MAP-kuHa3, 4To MPUBOIUT B UTOTE K aKTU-
paumn MAP-kuna3er HOG 1, KoTopast iepeHOCUTCS
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B SIIPO U aKTUBUPYET 3KCIIPECCUIO TEHOB CUHTE3a U
oOMeHa miiieprHa. B reHoMax MULIEIMaIbHBIX TPY-
00B UACHTU(MULIMPOBAHO OOJIBIIIOE YUCIO T€HOB I'M-
crunuakuHaz: 10 y Magnaporthe oryzae, 11 'y Neuros-
pora crassa, 16 y Fusarium verticillioides, 17 y Botrytis
cinerea n 21 'y Cochliobolus heterostrophus (Catlett et al.,
2003). B ommyme ot TeHOB ’MCTUIVMHKMHA3S, 1T (hoc-
dorpanchepHoro 6enka YPD1 n3BecteH TOJIBKO OOUH
T€H, OPTOJIOTM KOTOPOI'o OOHApy>XeHbI B TCHOMAX pa3-
JIMYHBIX B CUCTEMATHUYECKOM OTHOIIEHUN IPHUOOB (As-
comycota, Basidiomycota, Zygomycota) (Fassler, West,
2013).

B ycioBusIX ocMOTHMYECKOTO cTpecca HeoOXOoIM-
MBIM YCJIOBUEM SIBJISIETCS TTOMIepXKaHUEe CTaOUIIbHO-
CTU U TMOKOCTHM MeMOpaHbl. IIpn 3TOM ITOKa3aHO,
YTO OONBIINE KOJIEOAHMS TeKydeCTH MeMOpaH CBsI3a-
HBI C HU3KOM CIIOCOOHOCTBIO K BBKMBAHUIO 3KCTPE-
MOMUIIBHBIX OPOXIKEM B YCIOBHUSIX OCMOTHYECKOIO
crpecca (Turk et al., 2011). Ha Tekyyectb MeMOpaHBI
BIMSIOT Takue napameTpbl, kKak CH KK mem0Opan-
HbIX DJI u coorHomenue Ct u ®JI. Yeennuenue CH
CIIOCOOCTBYET ITOBBIIIICHUIO TEKYYECTH, a yBeJIMYe-
Hue cootHoueHus: Ct u DJI — ee cHIKeHMIO. Y Ta-
JIOTOJIEPAHTHBIX Ipoxckeit D. hansenii TToKa3aHoO, 4TO
TIIpY TIOBBLIIIEHUM COJICHOCTH 00a MexaHu3Ma pabo-
taroT ogHoBpeMeHHO (Turk et al., 2007b), uyTo, mo-
BUIMMOMY, CIIOCOOCTBYET ITOIIEPXKAHUIO BSI3KOCTU
MeMOpanbl. Takke IToKa3aHO, YTO CUJIBHBIN TaJIoTO-
JnepaHT H. werneckii B oITUMaJIbHOM AMAITa30HE KOH-
neHTpauuii NaCl 6—14% nonnepXXuBaeT TEKY4eCTh U
cootHoureHne Ct u DJI Ha IMOCTOSIHHOM YpOBHE
(Turk et al., 2004).

IMoebienne CH mem6panubix DJI (yBeauueHue
B MX cocTaBe noJjeit HeHachlleHHBIX 2KK) siBisieTcst
OOHUM M3 Hauboyiee pacIpOCTPaHEHHBIX OTBETOB
rpUOOB HA TUMNEPOCMOTUYECKOE BO3IEIICTBUE U Xa-
pakTepHOo mist apoxckeit Candida membranefaciens,
H. wernekii, Aureobasidium pullulans, D. hansenii, Zy-
gosaccharomyces rouxii 1 MULIEINAJIBHOTO Tpuba As-
pergillus niger (Khaware et al., 1995; Turk et al., 2004;
Turk et al., 2007; Ianutsevich et al., 2016a; Wang et al.,
2020). Ilpu sToM y TaJOTONEPAHTHBIX IPOKKEN
H. werneckiiu A. pullulans npu IOBBIIIIEHUU COJIEHO-
ctu B nmuara3zoHe KoHueHrtpauuii NaCl, B KoTopoM
HaOII0JaeTCsI JOCTAaTOYHO BBICOKAasi CKOPOCTh POCTa
KYJBTYp, MOKA3aHO TOBBILICHUE SKCIIPECCUU TEeHOB
depMeHTOB cHTe3a HeHachlleHHbIx KK — gecaty-
pa3 Aq-(OLEI), A,-(ODE12) n snonrasel (ELOI)
(Gostincar et al., 2008, 2009), uyro cornacyercs ¢ pa-
Hee TIOJyYeHHbBIMU OUOXMMUYECKUMU HJaHHBIMU.
[NoBblllIeHUE PKCIPECCUU TEHOB Ag-, Aj,-IecaTypas B
OTBET Ha TUIIEPOCMOTUYECKOE BO3EIICTBIE TT0Ka3a-
Ho Takxe y Aspergillus oryzae (He et al., 2018). OnHa-
KO IIpY MOBHIIICHUY CUHTE3a IMOJMHEHACHIIICHHBIX
KK Bo3pacTaeT ypoBeHb OKHMCIUTEIBLHOTO CTpecca
(Ruenwai et al., 2011), 4TO IBASIETCS OOMOJHUTEIIb-
HEIM CTpecCOBEIM (pakTopoM. IlageHne s3Kcrpeccuun
TEeHOB AecaTypa3 IpU JaJbHEHIIIeM MOBBIIIIEHUN CO-
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JIEHOCTH, BEPOSITHO, CBSI3aHO CO CHUKEHHMEM CKOPO-
CTH POCTa KYJIbTYp, a TAKKE C ITOBBILLIEHUEM YPOBHS
okucaurenabHoro crpecca (Gostincar et al., 2009).

Kpome Toro, koppessuus Mexay MOBbIIIEHUEM
CH u pocTOM 0CMOYCTOMYMBOCTHU ITOKa3aHa Ha IIPY-
Mepe MyTaHTHBIX IITaMMOB S. cerevisiae (Rodriguez-
Vargas et al., 2007). YcTaHOBJIEHO, UTO TUKUI IIITAMM
S. cerevisiae, cogepxXalliii TONbKO Ag-mecaTypasy U
IIO3TOMY CIIOCOOHBIII CMHTE3UPOBATh TOJHKO MOHO-
HeHachIeHHbIe KK, ObIT MEHee YCTOMYMBBIM K T -
MEPOCMOTUYECKOMY BO3JEMCTBUIO, TI0 CPABHEHMUIO C
MYTaHTHBIMH IITAMMAaMHM, COAEPKAIMMMHU JOIIOTHI-
TeJIbHO BCTPOEHHbIE TeHbl A -IecaTtypas, IKcnpec-
CHsI KOTOPBIX MPUBOAMJIA K HAKOIJIEHUIO B COCTaBe
MEMOpPaHHBIX JIUNUAOB JMHOJeBOU KUCIOTH (Cig.p
Ay 15) ¥, KaK crencTsue, nosbimeHnio ux CH.

HampoTtusB, y ramodujibHOTO MUILEINATBHOTO
rpuda Aspergillus montevidensis ZYD4 1ion neiicTBeM
TUTIEPOCMOTHUYECKOTO III0Ka HaOIIoga1ack oopaTHast
TeHAEHLIMS — MOBBIIIAIACh OKCIIPECCUSI TEHOB, OTBE-
JaroImx 3a cuHTe3 HachieHHbIX KK 1 B-okucieHue
(Ding et al., 2019), 4To rOBOPUT O TOM, YTO Y JAHHOIO
rpuba, BO3MOXKHO, 33¢iiCTBOBAHbI APYTUe MEXaHU3MbI
3alUTHl OT TUTIEPOCMOTUYECKOTO BO3AEHCTBUS.

ApyruM BaxkHbIM KOMIIOHEHTOM MeMOpaH sIBJisi-
1oTcsa CT, KOTOphIE YYaCTBYIOT B ITOAAEPKAHUM CTa-
OMJIBHOCTH/1LIEIOCTHOCTU MeMOpaHbl, PEryJIMpPYIOT
TeKy4yeCTh, CIOCOOCTBYIOT CHMXXEHMIO MacCUBHON
mnddy3un IyTeM yMEHbIIeHUS IPOHUIIAEMOCTU
MmeMmOpaHbI (Athanasopoulos et al., 2019). Hapsany co
CJI u 6enkamu, CT BXOAAT B COCTaB pahTOB, y4aCTBY-
IOIIMX B BE3UKYJISIPHOM TPAHCIIOPTE U CUTHAJIMHTE,
B TOM YMHCJIe, B BOCIIPUSITUY CUTHalIa 00 U3MEHEHUN
ocMoTtrueckux ycioBuii cpenbl (Golub et al., 2004;
Lingwood, Simons, 2010; Tanigawa et al., 2012). B pe-
3yJIbTaTe OCMOTUYECKOTO BO3IEHCTBUS Y .S. cerevisiae,
D. hansenii, Z. rouxii pactet KonudectBo CT (Hosono,
1992; Turk et al., 2004; Turk et al., 2007a). Taxke mmo-
Ka3aHo, 4TO MYTAHTHI S. cerevisiae, HeCIIOCOOHBIC
CUHTE3UPOBATh AProcTepuH, Gojiee UyBCTBUTEIbHBI
K ocmotudeckoMy crpeccy (Kodedovd, Sychrova,
2015). OnHakKo B OTIEIbHBIX UCCIIETIOBAHUX HA TIPU-
Mepe S. cerevisiae u Candida glabrata mokazaHa aKkTu-
Balusl reHOB cuHTe3a DJI mox neiicTBUEM OCMOTUYE-
ckoro ctpecca (Rep et al., 2000; Wu et al., 2019).

CootHomrenue Ct u ®JI B MeMOpaHe OKa3bIBacT
BJIUSTHHE Ha €€ TeKy4ecThb. BhIcKazaHo MpeArnoioxkeHue
O TOM, UYTO OTHOCUTEJIbHO HU3KOe cooTHoleHue CT u
DJI gBngeTcss BaKHOM XapaKTEPUCTUKOM TaJloTOJIe-
PaHTHBIX TPUOOB, YTO TOKa3aHO Ha mpumepe H. wer-
nekii, P. triangularis, Fusarium sp., n D. hansenii, Torna
KaK y OCMOYYBCTBUTE/IBHBIX TPUOOB, TAKMX KaK .S. cere-
visiae n Z. rouxii, cootHoiueHue Ct u @JI 6osee BbI-
COKO€ 1 NpU yBendeHUur cosieHocTu pacreT (Hoso-
no, 1992; Turk et al., 2004, 2007a; Smolyanyuk et al.,
2013).

Takum o6pa3oM, U3MEHEHMsSI COCTaBa JIUITUIOB
TpMOOB B TMITIEPOCMOTUYECKIMX YCIOBHSIX MHOTOO0pa3-
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HBI 11 CBSI3aHBI C PETyJISIei TEKyIeCcT MeEMOpPaH 1 MO-
nudukamnueit CTpykTypbl MeMOpaHHbIX padToB. Cpenu
HUX CJIOXKHO BBIIEIUTh YHUBEPCAIbHbIC peaKIINy afari-
TalUM K JAHHOMY BUIY CTPECCOBBIX BO3OCHCTBUIA, YTO
CBSI3aHO, BO3MOXKHO, C BUIOBBIMU OCOOEHHOCTSIMU
rpuOOB, a TakKXkXe C METOOAUYECKMMU pa3IudUsSIMUA B
MOAX0JaX K M3YUYEHUIO 3TOro sSBJIeHUs. TeM He Me-
Hee, Haubosiee pacIpoCcTpaHEHHBIM OTBETOM Ha OC-
MOTHYECKOE Bo3aeiicTBue saBiisieTcs moBbieHne CH
MeMOpaHHbIX DJI, a 001Iell YepTOil raIOPMIBLHBIX U
rajoToJIEpaHTHBIX I'PUOOB SIBJISIETCS IOMAEpKAHUE
cootHoureHust Ct u PJI Ha OTHOCUTEIBHO HU3KOM
YPOBHE.

JIMTTM bl MUKPOMMUIETOB B YCJIOBUAX
XOJOAOBbBIX BO3JAENMCTBHUUA

Xomomosoii mok (XIII) Bo3HuKaeT, Korga KyJIbTy-
py rpu0a, pacTyIlero B ONTMMaIbHbIX TEMITEPATYPHbBIX
YCJIOBUSIX, TOMEIIAIOT B YCJIOBUS, TJe HaOII0IaeTCs
OCTaHOBKA POCTOBBIX TIpolieccoB. OOBIYHO TaKue
YCJIOBUSI COOTBETCTBYIOT MOHMXEHMIO TeMIlepaTyphl
Ha 15—20°C OTHOCUTEJIbHO ONTUMAJIbHBIX YCIOBMIA,
HO B 1I€JIOM 3aBUCST OT TeMIIepaTypHOTo Avara3oHa
pocta rpuba. Pazmraarot ymepennsnii X1 1 xomomo-
BOE BO3JIEHICTBME B 00JIaCTU KPUCTAIIU3ALUN BOIbI
(0—4°C). B otmnume OT TEeIUIOBBIX, XOJIOJOBBIEC BO3-
NeCTBUSI HE MPUBOMIAT K JIerpafgaliii OMONoIMMepPOB,
HO 3HAUYUTEILHO U3MEHSTIOT X cBolicTBa. Tak, mpu X111
HaOJII0aeTCsl CHUKEHUE aKTMBHOCTH MEMOpPaHOCBSI-
3aHHBIX (EPMEHTOB M TPAHCIIOPTEPOB, CKOPOCTU
TpaHCISIUUY U QOJIAUHTA, BOSHMKAET CTAOMIU3alus
BTopr4uHbIX cTpykTyp PHK 1 IHK, noBbiiaercs ymo-
PAIOYEHHOCTh MEMOPAHHBIX JIMTTUIOB, MPUBOASIIIAS K
CHIDKEHUIO TEKY4YECTHU, T.€. pUrnauduKauuy MeMOpaH
(Sahara et al., 2002; Redon et al., 2012).

B BocripusiTUM M TpaHCAYKIIUU XOJOAOBOTO CHUT-
Hana y S. cerevisiae yuactBsyeT HOG-nyTh, mpruuem
toabko BeTBb SLN1 (Hayashi, Maeda, 2006). Ho rmoka
HET SICHOCTM B TOM, UTO “YyBCTBYET’ CEHCOp TMCTH-
muHkurHa3za SLN1, — purmopuduxkanuio MeMOpaHbI
oI BO3JEKMCTBUEM Xojona Wi (ha30oBblil Tepexon
MeMOpaHHBIX JTUTMHUIOB.

OtBeT Ha X1 gBiIsIeTCI KOMITJIEKCHBIM U BKITIO-
yaeT CUHTE3 OCMOJIUTOB (TJIMIIEpUHA, TPEraao3bl),
oenkoB TIII, KOMIOHEHTOB aHTUOKCUIAHTHOM CHU-
CTEeMBI, U3MEHEHNE COCTaBa MEMOpPaHHBIX JIMITUIOB
(Inouye, Phadtare, 2014).

Ha reHeTmyeckoM ypoBHE TIpY BO3NEHCTBUM yMe-
penHoro XIII (10°C) Ha KynbTypy S. cerevisiae, pacTy-
IIyI0 B onTUMAaJIbHEIX yeioBusix (30°C), HabmonaeTcs
TITy0OKas IepecTpoifika MeTaboInM3Ma, COIMPOBOXKIA-
OLIAsICST U3BMEHEHHMEM 9KCIPecCrH 25% TeHOB, IpuYeM
CTUMYJISILIMST SKCITpecCU HabmomaeTcst B 536 reHax, a
cHiKeHue — B 488 reHax (Sahara et al., 2002). ITpu xo-
JIOMOBOM BO3JCCTBUM HAOII0JaETCs TepexXoa MeM-
OGpaHbI OT XKUIKOKPHUCTAJUIMIECKOTO K TeJIEBOMY CO-
CTOSTHMIO. J1JTs1 SKMITKOKPUCTAUTMIECKOTO COCTOSTHUS

XapaKTEepHO COYETaHUE BHICOKON YITOPSIAOYEHHOCTHU
¢ GOJIBIION TTOIBUXKHOCTBIO MOJIEKYJISIPHBIX KOMITIO-
HEHTOB MeMOpaHbI. B reJieBoM COCTOSTHUM YBEJINYM -
BaeTCs MIOTHOCTh YIIAKOBKHY JIMIUAIOB, B Pe3yIbTaTe
Yero CyleCTBEHHO U3MEHSIIOTCSI CBOMCTBA (DepMeH-
TOB, KaHAJIOB, MEPEHOCUYMKOB U JAPYTUX (PYHKIUO-
HAJIBHO 3HAYMMBIX KOMITOHEHTOB MeMOpaHbl. DTO, B
CBOIO oYepeb, MPUBOIUT K U3MEHEHUIO MPOHUIIAC-
MOCTH MeMOpaHbl, HAPYIIEHHUIO0 OMOXUMUYECKHX PE-
aKIUi, PeLeNTOPHBIX U APYrUx IiporeccoB. Teky-
YeCTbh MEMOpPaHbI 3aBUCUT OT CBOOOIHOTO ABMKEHUS
alMIBHBIX TIpynn MeMOpaHHbBIx PJI, narepaibHOI
mmddy3un u KoaedbareabHoro aApmxkeHuss MJI, a Tak-
K€ B3aMMOAEWCTBUA MEXIY Pa3IMYHBIMU JOMEHAMU
B MeMOpaHe (Hayashi, Maeda, 2006).

OJIHUM 13 OCHOBHBIX OTBETOB Ha XOJIOIOBOE BO3-
JIEMICTBUE SIBSIECTCS CTUMYJISIIMS SKCIIPECCUU T€HOB
Jecarypas, IeiCTBHME KOTOPBIX IIPUBOAUT K IOSIBIE-
HUIO JOTTOJIHUTEIbHBIX IBOMHBIX CBSI3CH B allUJIbHBIX
nensix @JI, BClIeACTBHUE YErO TEKy4eCTh MEeMOpaHbI
ToBBIIIIaeTCs. Y S. cerevisiae 3a 3TOT MPoOIIecC OTBeYa-
eT eaMHcTBeHHas necatypa3a OLE]L (Aq-necarypasa),
KoTopas konupyercsi reHom OLFE[ (Nakagawa et al.,
2002). DTot cBs13aHHBII ¢ MeMOpaHoit DI1P dpepmeHTt
KaTaJIM3UpyeT BHEAPEHUE IBOMHON CBSI3U MEeXIy 9-M
u 10-M yraepoaHbIMM aToMaMy TTaJibMUTOWITI- KOA 1
creaponin-KoA. ¥V npoxckeil mpy pocTe B XOJIOTHBIX
ycaoBusix (5°C) monosHUTEIbHO HaOJII0JaeTCs Io-
BBILIIEHME aKTUBHOCTU cuHTeTa3kl 2KK, uyTo mpuBo-
IUT K YCWJIEHHOMY OOpa30BaHMUIO MAJIbMUTHUHOBOM
KHUCJIOTBI, U3 KOTOPOH C MOMOILLBIO Ag-AecaTypasbl
obpasyercsl MaJbMUTOJEUHOBAsI KUCIO0Ta, T.€. TIPO-
HWCXOOUT He ToJIbKO yBelmueHne CH anunbHBIX 11e-
neit MeMOpaHHBIX JIUIIMIOB, HO 1 X YKOpOodYeHue. Y
MUILEIUATBLHOTO Me3ohuiabHoTOo rpuda A. niger (la-
nutsevich et al., 2016a) u y Tepmocduna Rhizomucor
miehei (Ianutsevich et al., 2020b) mox neiicteuem X1
obHapyxkeHo ToBbilieHUe CH MeMOpaHHBIX JIMIIU-
JIOB 3a CYET YBEJIMYECHUS JOIU JIMHOJIEBOMN KUCIOTHI.

OIHAKO Ha TeKy4eCTh MEMOpaH BIIUSIIOT HE TOJIEKO
CH XK, Ho u 6enku terwtoBoro 1moka (BTII; heat
shock proteins, HSP). Tak, MaJiblii 6eJ10K TEIJIOBOTO
moka HSP12 oGpasyeTcst B OTBEeT Ha pa3jiMuHbIe BO3-
IeiicTBUS (TEIUIOBOM, XOJOMOBOM, OCMOTHYECKMIA,
OKHUCJIMTEIBbHBIN 1IOKH, BHICOKHE KOHIICHTPAIIUU Ca-
xapoB U 3taHoia) (Inouye, Phadtare, 2014; Tiwari
etal., 2015). V S. cerevisiae x0n0omoBoe BO3IEICTBUE
(10°C) npuBOIMT K IMOJABJICHUIO 3KCIIPECCUM 0OIb-
IIMHCTBA OEJIKOB TEIUIOBOIO IIIOKA M CTUMYJISIIAU
skcrpeccun HSP12 u HSP26 (Sahara et al., 2002).
IMonaratoT, 4To 3TU GEJKM MOTYT BJIMSATH Ha TEKY-
yecTh MeMOpaH, a HSP12 HeoOxomuMm mIsT KpUO-
YCTOMYUBOCTMU.

Ha Tekydecth MeMOpaH XOJIOOOYCTOMYHMBEBIX
IPOXCOKEI BIUSIET M COCTAaB MEMOpPaHHBIX JTUTIUIOB, B
yacTHOCTHU, cooTHoleHue Ct/DJI (Gostincar, Gun-
de-Cimerman, 2018): cHIMXEHHE 3TOrO0 COOTHOIIE-
HUsI TIPUBOIMT K YBEJIMYECHUIO TEKy4eCTH MeMOpaH.
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OnHako ucciegoBaHue BIUSTHUS 3K30reHHbIX KK 1
Cr Ha aganTaluio Me30(hIBHBIX IPOXKEH K X0JI0I0-
BbIM ycioBusiM (13°C) mokaszano, 4To HauOOJIbILIUM
addekToM 00namay ITAJIbMUATOJIESHMHOBASI KUCIOTa U
BProCcTepyH, TIPY 3TOM B KJIETKaX HAOIIOAAIOCh CaMOe
BbIcokoe cooTtHoleHne Ct/MJI (Reddn et al., 2009). Y
Me30(UIBHOTO Tpuba A. niger mon BO3ACHCTBUEM
ymepenHoro X1 (16°C, 6 1) Bo3pactamu goau Ct u
@K Ha poHe cHrkeHuss PX u D (Ianutsevich et al.,
2016a). Torma kak y TepModuiIbHOTO Tpuba R. miehei
(onrumym pocta 40°C) X1 (20°C) B TeueHue 6 4 nmpu-
BOIWI K HOBBIIeHMIO 1o MK, HO CHIKEHMIO IO
CT 1 U3MEHEHUIO MX COCTaBa: CYIISCTBEHHO CHIKA-
JIach JIOJIS OProcTeprHa Ha (POHE YBETUIESHUS S-TUTHUI -
poaprocrepuHa (lanutsevich et al., 2020). ITonnepxka-
HHE ToMeocTa3a MeMOpaH TpeOyeT ITOCTOSTHHOTO 00-
pazoBanuss DJI, koropble cuHTe3upylorca B DIIP,
anmapate 'oabIky 1 MUTOXOHApUSX. deneust reHa
HNM 1, xomupyloiiero repMeasy, OTBEYAIOLIYIO 3a
TPaHCIIOPT XOJIMHA U 3TaHOJIaMWHA B KJICTKY, TTOKa-
3aJia, YTO LCHTPAJILHYIO POJIb IPH adalTally K HU3-
KMM TeMIlepaTtypaM urpaet nythb cuHte3a ®JI de novo.
MytaHT S. cerevisiae opi3A ¢ HU3KMM cCoOOep>KaHUEM
®X, B oTIMuMe OT MyTaHTa inm IA, He CTIOCOOEH K po-
CTy TIpU NOHMKeHun temimepaTtypbl g0 13°C (Reddn
etal., 2012).

[ TTOHMMaHW MeXaHN3MOB aTanTallii K XOJIO-
JIOBBIM BO3AECHCTBUSIM BaXKHO MCCJIENTOBATh HE TOJIb-
ko otBeT Ha XIII y Me30pmIbHBIX TPUOOB, HO U OCO-
OCHHOCTH afallTalliy K HU3KUM TeMIIepaTypaM Yy X0O-
JIONOYCTOMYUBBIX TPUOOB, KOTOPHIE KOJTOHU3UPYIOT
[JIyOMHBI OKEaHOB, JIEAHUKU U MOJSIPHbIE PaliOHBI,
BBITIOJTHSST BaXKHYIO POJIb B KPYTOBOPOTE BEIECTB.
3eMiIs1 — XoylogHas IUiaHeTa, 6osee 85% Ouocdepnl
IMOCTOSTHHO MOABEPraeTcsi X0JI010BOMY BO3IEICTBUIO
Hixe 5°C (Margesin, Miteva, 2011). O6auraTHEIMU
ncuxpodriaMy Ha3bIBaIOT TPUOBI, HE CITOCOOHBIE K
pocty npu Temneparype Bbilie 20°C, HO pacTyiiue
ipu 0°C mIu HIKe, TTPY 3TOM ONITUMAJIbLHBIN TeMITe-
paTypHBIii Auamna3oH pocTa coctasiager 10—15°C
(Rossi et al., 2009). B ominuue ot Me3oduna S. cerevi-
Siae, IMEIOIIIETO OTHY Ay-TlecaTypasy, ICUXpoduiIbHbIe
JIPOKKU MIPU pocTe B ycsioBusIX 4°C 3HAYUTEJIBHO YBe-
JIMYMBAIOT KOJIMYECTBO IMOJMHEHAChIEHHbIX KK
OOILMX JIUITHUAOB, 0COOEHHO TMHOJEBOM (Cigy Ag ;) U
o-nmuHoNeHoBOM (Cig3 Agyp5). Hanmpumep, y mncu-
XpoUIbHBIX Opoxckeit Leucosporidium frigidum n
L. nivalis, xotopbie pactyT Iipu Temrneparype —1°C,
80% KK mpencrasiaeHsl TuHOIeHOBOM (35—50%) n
JmHoJNeBont (25—30%) kucioTamMu, 4YTO TMPUBOIUT K
oueHb Beicokoit CH (>2) (Watson et al., 1976).

BaxHoe 3HaYeHMe ST KPUOYCTOMYMBOCTH MMeE-
IOT OCMOJIUTBI Tperajio3a U TJIULEePUH, CUHTE3 KOTO-
pbix perymupyercss HOG-myrem. enenust reHa HOG1
He BJIUSIET Ha POCT Apoxckeit mpu 12°C, HO CHMKaeT
KproycToitunBocTh Mpu 4°C, TTOCKOIBbKY HE MPOUCXO-
AT MHIYKIIMY TeHOB CHTE3a TPETaIO3bl M TIIUIIepITHA
(Inouye, Phadtare, 2014). HyxxHO momuyepKHYyTb, 4TO
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Tperauo3a SIBISIETCS] YHUKAIbHBIM OCMOJIMTOM, 3aIlly-
IIAIONIMM OT OKMCJIEHUS IBOITHBIE CBSI3U allUJIbHBIX
neneit DJI mmyreM oOpa3oBaHUsS MHOTOUYMCIEHHBIX
BOIOPOMHBIX CBSI3€il ¢ MX TOJIOBKAMM, YTO B UTOTE
OKa3bIBaeT MPOTEKTOPHBIN 3D GEKT AT MAKPOMOJIS-
KyJl 1 MeMOpaH kjietku (Sum et al., 2003; Rangel,
2011). I'puOBI BeYHO XOJIOOHBIX MECT OOMTAHMSI IO~
BEPraroTCs XKeCTKOMY IEeHCTBUIO YJIbTPa(UOJIETOBBIX
nyueit (Y®), B ocHoBHOM YD-A (315—400 M) u
Y®-B (280—315 HM), KOTOpBIE OKa3bIBAIOT KaK TIPS~
MO€, TaK M oIlocpedoBaHHOe (ITyTeM oOpa3oBaHMs
A®K) mnoBpexpamwlnee OeiiCTBUE Ha KJICTOYHBIE
MaKpOMOJIEKYJIBI 1 MeMOpaHbl. XOJIOIOYCTOMUMBEIE
JIPOKKM CUHTE3UPYIOT (hOTO3AIIUTHBIE COSTMHEHUST —
KapOTUHOM/IBI (TOPYJIApOAMH, TOPYJIEH, B-KapoTwH
U Y-KapOTUH) U MUKOCHOPUH [IYyTaMUHOJI-TJIIOKO-
3un (Moliné et al., 2014). ITonararmT, 4TO KApOTUHO-
HUObI MOTYT OBITh aCCOLIMMPOBAHBLI C MeMOpaHaMH,
BIIMSITh HA VX MPOHUIIAEMOCTb, 3amuniarh oT ADK,
BO3HUKAIOIIUX IPU Pa3IMYHBIX CTPECCOPHBIX BO3-
nevictBusx. Tak, nposxcku pona Dioszegia SIBISTIOTCS
peKopICMEeHAMH 110 BEDKMBAEMOCTH B YCIOBUSIX YD-
0o0yueHMsI, 0Opa3yss HanOOJbIIIee KOIMUECTBO Kapo-
TUHOMIOB U MUKOCIIOpUHA. POJIb ITOBBIIIEHHOIT MeJia-
HU3ALMN Y XOJIOA0YCTOMYMBBIX TPHUOOB CBI3BIBAIOT HE
TOJIBKO C 3a1IUTOM OT Y@ M3nydeHUit, HO U C TepMallb-
HBIM MEJIAaHU3MOM — MEXaHM3MOM TEPMOPETYJISILINN,
00YCI0BI€HHBIM CITOCOOHOCTBIO MEJIaHMHA ITOIJIOIIATh
SHEpruio M ITpeBpaiiarh ee B Terio (Cordero et al.,
2018).

3alllMTHBIM IEHATCTBMEM 00J1a1at0T aHTU(PUBHBIE
0eJIKM, CTTOCOOHBIE CBA3BIBATHCS C KpUCTAJLIAMU JibAa U
TOPMO3UTH ero poct. Hanmpumep, y apoxkeil pona
Glaciozyma antudpusnbiii 6etok LelBP cekpeTupyet-
Csl KJIETKOM M 3allyIliaeT IUTOILIa3MaTUYECKYI0 MEeM-
Opany oT kpuctaumm3auuu Boabl (Kim et al., 2014).
YcuanBaoT 3TO AeHCTBUE COJIM M BHEKJIETOUHbIE TT0-
Jiucaxapuiibl, KOTOpble HaKaIlJIMBAalOTCS B KaHajax
Jiblla ¥ TIOMOTal0T COXPAHUTH BOAY B XKUJKOM COCTO-
SIHUMU.

CocrtaB CT y ncuxpoduiabHBIX TPUOOB MaJIONC-
clieoBaH, HO OOHapyXeHHasi B3aMMOCBSI3b MEXIy
YCTOMYMBOCTBIO K XOJIOAY W CUCTEMOIi Jerpananuu
HermnoJiHolleHHbIX 6ejikoB B DITP (Endoplasmic retic-
ulum-associated degradation, ERAD) MoxXeT OBITb
cBsi3aHa ¢ pepMeHTamMu cuHTe3a KK 1 Ct, KoTopble
Jokamm3oBaHbI B MeMOpaHax DI1P. I1pn yBeanmaeHnm
KOJIMYECTBa HEIpPaBUJIBbHO CBEPHYTHIX OCIKOB, 4YTO
HaOJIIoMaeTCsl MPU BCEX CTPECCOBBIX BO3IEMCTBUSIX,
BO3HMKAET OTBET, NPUBONAIINIA K aKTUBALIMKA TPaH-
ckpunuuu 1anepoHa Kar2 u3 cemeiictea HSP70
(Haas, 2014) u ERAD nyru. Iloka3zaHo, uyro 10-kpat-
HOE yBeJIMYEHUE KOJINUECTBA CBSI3aHHOTO C MEMOpPaHOK
OITP dbepmeHTa 3-ruapokcu-3-MeTwi-nryTapui-KoA
penyKTas3bl cocoO0cTByeT OuoreHe3y Kapmeiut (kar-
mellae) — yHMKaJIbHOTO y4dacTka riaagkoro DIIP co
CKJIag4aThiIMU MeMOpaHaMU U SIAPpOM. DTOT (pepMeHT
KOHTPOJIMPYET KIIOUEBYI peakidio MyTU CUHTEe3a
Ctr — oOpa3oBaHnWe MEBAJIOHOBOM KHCIJIOTHI. BBIIO
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ycTraHoBiieHO, uto Tpu reHa (UBC7, CUEI n DOA10)
HEOOXOIMMBI KaK IJIs1 OMoreHe3a KapMeJul, TaK U JIJ1st
aganTaluuy K HU3KUM TeMItepatypaM. Ilox Bosmeii-
ctBUeM yMepeHHoro xonoma (16°C) y S. cerevisiae
MPOUCXOAUT HapylleHWe 00pa30oBaHUS KapMes, U
CYILIECTBEHHO CHIKAETCsI JOJIsI DPTrocTeprHa Ha ¢Go-
HE TIOBBIIICHUS JOJIEi ero IpealleCTBEHHUKOB B CO-
craBe Cr (Loertscher et al., 2006). Kpome Toro, TpaH-
ckpurys reHa OLE1, Kooupylolero eIMHCTBEHHYIO
Ay necaTtypasy y Ipoxkeii S. cerevisiae, peryaupyercst
JIOKaIn30BaHHBIM B MeMOpaHe DIIP TpaHckpumim-
OoHHBIM (pakTopoM Mga?2p (Nakagawa et al., 2002).
INomaratot, uro HeakTuBHAs popma Mga2p (120 k/1a)
JIEMCTBYET KaK HU3KOTEeMITepaTypHBI CEHCOp, “UyB-
CTBYIOIIMIA” TTOBBILIEHHYIO TNIOTHOCTh yKIanku ®JI,
B pe3yjbTaTe 4ero u3MeHseTcss KoHgopmauus dax-
TOpa, YTO IMPUBOJIUT K €r0 YOUKBUTUHU3ALIMU U ITPO-
TeacOMHOMY TMpolieccuHry. O6pasyoiasicsi aKTUB-
Has ¢opma Mga2p (90 k/la) mepeHoCcUTCS B SIAPO U
aKTUBUpPYET 3Kcnpeccuio reHa OLE] (Ballweg et al.,
2020).

HccnemoBanust cocraBa MeMOpaHHBIX JIMITMIOB
NCUXpOPUIBHBIX TPUOOB IO HACTOSIIIETO BPEMEHM
¢GOoKyCHUpOBaIUCh TOJBKO Ha M3YyUYEHUU MX KUPHO-
KMCJIOTHOTO COCTaBa, IIpUYEeM B OOIIMX JIMIMAAX, a
He B MeMOpaHHBIX. J1sT ToHnMaHus poii MeEMOpaH B
ajanTalyu K XOJ0ay y MCUXpoduioB HEOOXOAUMBI
JanbHeIme ucciaegosanus cocraBa @J1 u Ct kak oc-
HOBHBIX KOMIIOHEHTOB MeMOpaH. HyxkHo mmomuepk-
HYTb, YTO 3allliTa MeMOpaH B YCJIOBMSIX XOJIOMOBBIX
BO3IECTBUIT OCYIIECTBIISIETCSI HE TOJIBKO C IIOMOIIBIO
W3MEHEHUST UX COCTaBa, HO 1 MyTeM CHMHTe3a IIPOTeK-
TOPHBIX COEAMHEHUII — Tperajao3bl, TIUIEprUHa, Ma-
JIBIX O€JIKOB TEIJIOBOIO II0KA, KApOTUHOUIOB 1 MU-
KOCIIOPMHOB, aHTHU(PU3HBIX O0eJIKOB. B pesyiprare
cpaBHeHUs oTBeTa Ha XIII y Me30(uIbHBIX TPUOOB 1
MEXaHU3MOB amallTalliy IICUXPO(GUIBHBIX MOXKHO
clesaTh BBIBOI O TOM, YTO 3T MEXaHU3MBbI CXOXU B
cllydyae yMEepeHHBIX TeMIlepaTyp U 3aMeTHO pa3jinya-
IOTCSI B 30HE KPUCTAUIM3ALIMK BOIBI, IlIe BOSHUKAIOT
JIOTIOJTHUTENIbHO crielinUYecKrue U3MEHEHUS.

JATINIBI MUKPOMMUWILIETOB
ITPU TEITJIOBBIX BOSAENCTBUAX

Temnopoii mok (TIHI) Bo3HMKAeT Mpy MOBBIIIE-
HUM TemriepaTypbl Ha 8—12°C Bbillle ONTUMAJILHO
(Singer, Lindquist, 1998), yTo NpUBOAUT K OCTAHOBKE
KJIETOYHOTO 111MKJIa, BbI3bIBAET A€HATYpalIUIO OEJIKOB
1 00pa3oBaHUE OEJIKOBBIX arperaToB, MOBPEXIECHUE
KJIETOYHOTO LIMTOCKeJIeTa, pa3pylleHUue aKTUHOBBIX
¢dunaMeHTOB, HapyllleHHWe TPaHCHOPTHBIX IPOIeC-
coB, cHuXeHue ypoBHs AT®D, nospexneHue PHK
(Verghese et al., 2012), a Takke CONpPOBOXKIAETCS
OKUCJIUTEbHBIM CTPECCOM BCJIEICTBUE O0Opa30BaHUS
aKkTUBHBIX (opM kuciaopoaa (Morano et al., 2012).
Ortet Ha TII sBisieTcss KOMITJIEKCHBIM U BKJIIOYAET
cunre3 BTII, tperamo3sl, depMeHTOB aHTHMOKCH-

IAaHTHOM 3alIuThl, U3MEHEHUE CTPYKTYPhl BOIBI U
coctaBa MmembpaH (Piper, 1993).

IMoBrIIeHHE TeMIlepaTypbl MIPUBOIUT K U3MEHe-
HUI0 KoHpopMaluu 6einkoB, Monekyn PHK, a Takske
BBI3BIBACT M3MEHEHUST CTPYKTYphl MeMOpaH (Balogh
et al., 2013). Kaxaplii U3 BbIIIEyKa3aHHBIX KOMITO-
HEHTOB MOXET CJIYXXUTh B KaUeCTBe KJIETOUHOTO Tep-
MoceHcopa. XoTss MeMOpaHHbI€ JIMIKIbI CAaMU HE 00-
JIamaloT KaTaJIUTUYECKONW aKTUBHOCTBIO, (DYHKIIMU
psiza MeMOpPaHOCBSI3aHHBIX O€JIKOB, OTBEYaloInX 3a
TEPMOCEHCHUHT U Mepeavy CUTHAJIOB, HAMPSIMYIO 3a-
BUCSIT OT COCTaBa M CTPYKTYPHI JUIIUAHOTO OMCIIOS
(Escriba et al., 2008). CHkeH1Ue BSI3KOCTA MEMOpaH B
pe3yJibTare MOBBIIIEHUST TEMIIEPaTyphl UTPaeT KItoue-
BY10 poJib B 3arrycke otBeta Ha T1I (Balogh et al., 2013).

V S. cerevisiae nHnyKiys reHoB B otBeT Ha T Mo-
JKeT MPOUCXOAUTh IO JIBYM PETYJIITOPHBIM ITyTSIM, KOH-
TPOIMpPYEMbIM (paKTOpaMu TpaHCKpUIILu Msn2/Msn4
(cneuuduyHbl 1715 rpu6oB) u Hsfl (koHcepBaTHBHBI
y Bcex asykapuor) (Kimata et al., 2018). dakrtop
Msn2/Msn4 oTBeudaeT 3a 3KCIPECCUIO0 TeHOB (dep-
MEHTOB aHTMOKCUIAHTHOI CUCTeMBI M MeTaboIr3Ma
YIJIEBOAOB M MOXET TakKXKe yJyacTBOBaTh B OTBETE Ha
o01uii ctpecc okpyxatoieii cpensl (ESR — environ-
mental stress response) (Leach et al., 2016). ®dakrTop
Hsf1 oTBeuaeT 3a aKcIpeccuio reHOB MOJIEKYISIPHbBIX
LIANIEPOHOB U UX KO(MAKTOPOB, a TaKXe Tperaio3bl
npu TII; urpaet poab B BupyiaeHtHoctu C. albicans
(Leach et al., 2016). TI1L Takxe aktuBupyer HOG-
MyTh Y IPOXKKEN yepe3 MeMOpPaHOCBSI3aHHBIN CEHCOP
ructunuHkrHazy SHO1 (Winkler et al., 2002). ¥V As-
pergillus fumigatus B anantaiuu K TII yyacTByIOT ro-
monoru HOG1 — MpkC u SakA (Bruder Nascimento
etal., 2016). B pe3ynbraTe Bo3neiicrsust TII HaunHa-
€TCsl DKCIIPEeCcCUsi 0COOBbIX OEJKOB TEIJIOBOTO IIIOKa
(BTII), koTOpbI€ BBHIMOJHSIIOT pa3inyHble GyHKIINN
IJISl 3alIUTHI KJIETKW OT TOBBIIIEHHBIX TeMIIEPaTyp
(Rangel, 2011). Manste BTIII crtocoGHEI TTOBBIIIATH
PUTUOHOCTHb OMCIIOSI, CTAOMIM3UPYSI €ro BO BpeMs
TIO (Horvath et al., 2008). B cTtabuiuzauum MeM-
OpaH Ha paHHux ctagusix TII yyacTByHOT Majble
BTLI Hsp16, Hsp15.8 y npoxckeii S. pombe (Glatz et al.,
2016) u Hsp12 y S. cerevisiae (Welker et al., 2010).

1St 3a1MThl MAKpPOMOJIEKYJI U MEMOpPaH KJIETKU
ot TIII BaxxHO HaKoMJIeHHWE HEepeoAyLUUPYIOLIEro A1~
caxapuna tperanosbl (Hong et al., 2015; Zhang, Xu,
2018). Bricokue ypoBHU Tperajo3bl ObLIM 3aperu-
CTPUPOBAHbLI KaK Y Me30(UIbHBIX MUKPOMUIIETOB
npu THI (Tepémmna u coast., 2010; Morano et al.,
2012), Tak 1 y TepMOGUIOB MPU ONTUMATBHOU TeM-
neparype pocta (Yanutsevich et al., 2014; Ianutsevich
et al.,, 2016b, 2020a). ITomMuMO MHOXeCTBa IPYIMX
¢GyHKUMI (pe3epBHBIN YIVIEBOA, HCITOJIb3YIOLIUIACS B
mpoleccax MpopacTaHus W XpaHEHUSI CIOp TPUOOB;
MPOTEKTOP IIPU PA3TAYHBIX CTPECCOPHBIX BO3ICHCTBI -
SIX; PETYJISITOp TIpoliecca TIJIMKOJW3a; CTadWIn3aTop
KOHIIEHTpal1u IIoKo3bl 1 AT® B KJIETKE; aHTUOK-
CUIAHT, CHMXXAIOIIUK CKOPOCTb OKMCJIICHMSI HEHa-
MHWKPOBUOJIOTUS Ne 1
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coieHHBIX 2KK), Tperamoza craOunmsupyeTr MeM-
OpaHbl KJIETKM, 00pa3ysl MHOTOYMCJIEHHbIE BOIO-
pOIHBbIEe CBSI3U ¢ MOJsIpHbIMU rojoBKamMu PJI (Sum
et al., 2003).

CHuxeHue BsI3KocTu MemOpaH npu TI myrem
usmeHeHusi CH memOpaHHbix PJI mogpasymeBaet
yBeJmueHue 1oy HachieHHbIX 2KK B coctaBe mem-
OpaHHBIX JIMIUIOB, YTO YBEJIUUYUBAET TeMIEpPATypy
¢azoBoro nepexona (Sinensky, 1974). Takasi 3aKoHO-
MEPHOCTb OOBIYHO HabJIIoAaeTcsl MPU IJIUTEIHLHOM
BBIpaIIMBAaHUM TIpU TTOBBILIIEHHOM TeMrieparype (Glatz
etal., 2016; Péteret al., 2017; Renne, Kroon de, 2018).
M3BecTHO, UTO Yy 3yKapuoT OTCYTCTBYIOT caTypasbl,
CITOCOOHBIE K OBICTPOMY IIpeBpalllcHUIO0 HEHaChI-
IIeHHBbIX auuabHbIX Leneil DJI B HackieHHbIE (Ba-
logh et al., 2013), mo3TOMY HaKOIUICHHE HACHIIIEHHBIX
KK BO3MOXHO TONBKO IIyTeM WX CHHTe3a de novo
(Weete, 1974; Péter et al., 2017), KOTOPBIi1 B yCIOBUSIX
T 3arpynHuteneH. CoctaB MeEMOpPaHHBIX JIMITUIOB
Me30(puabHBIX MUKpoMulieToB Ipu T koppenupy-
€T C COCTaBOM MeMOpaH TepMO(UIbHBIX T'PUOOB,
MPUCTIOCOOJEHHBIX K XKM3HU MTPU BBICOKUX TeMIIepa-
Typax. 2KUpHOKMCIOTHBIN COCTaB MEeMOpPAaHHBIX JIM-
MUI0B TEPMOMUIOB U ME30(MUIIOB CXOX: OCHOBHBIMU
KK saenstores naneMutuHoBas (Cig.y), CT€apUHOBAsI
(Cig), onennoBast (Cig.ingc), MHOMEBAsT (Cigane) U
o-nuHoneHoBas (Cig.3,3) (Weete, 1974; Tanutsevich
et al., 2016b; Salar, 2018). I1pu 3TOM, IO CpaBHEHUIO
¢ MezodpuiaamMu, TepMO(UWIbHbBIE TPUOBI COIEpPXKAT
oousbiie HackllieHHBIX 2KK B cocTaBe MeMOpaHHBIX
munuaos (Satyanarayana, Johri, 1999; Salar, 2018). B
TO e BpeMsi, npu TII Ha mpumepe Tpex Me30(hUTbHBIX
(A. niger, Pleurotus ostreatus, Cunninghamella japonica)
(Tepémmna et al., 2010, 2011) u Tpex TepMOMWIbHBIX
(R. miehei, Rhizomucor tauricus, Myceliophthora thermo-
phila) TpUOOB Pa3TMYHOIO CUCTEMATUYECKOTO TTOI0XKEe-
HUST He ObUTO OOHapy:KeHOo cHikeHusi CH OCHOBHBIX
Mmem6panHbix DJI (Yanutsevich et al., 2014; Ianutsevich
etal., 2016b). ¥V npoxkeii S. cerevisiae ipu TIL 6bUT O-
KazaH pocT ypoBHA MOHOHeHachIlIeHHBIX KK (Cyg.,
Cis.1), KOppEeIupyllUil C TOBBILIEHUEM TEPMO-
ycroitunBoctn opranmsma (Kim et al., 2006). Ha
npumepe 3uromuiiera Cunninghamella echinulata 610
MOKAa3aHO, YTO JJIMTeNIbHasl aJanTaiysl K TOBbIIIEH-
HBbIM TEMIIepaTypaM Tak>Ke BbI3bIBAET YBEIMUYEHUE CO-
nepxaHust oeMHoBoi KUCIOTHI (Cg.;) B coctaBe DJI
(Li et al., 2019). MUHTepeCcHbIM MPEACTABISIETCSI BO3-
MOXHBbIIT MexaHu3M peryiasuun CH memMOpaHHBIX
surmunoB nipu THI y Schizosaccharomyces pombe: cuHTe3
TAT u3 ®JI o3BosIsieT CHHTE3UPOBAHHBIM de novo Ha-
chiieHHbIM KK npucoennHsAThCs K NOJASIPHBIM TO-
JIOBKaM CTpYKTypHbIX tunuaos (Péter et al., 2017).

TI'omMeoBsI3KOCTHAsI aganTaluysl MpencTaBiisieT co-
60lf KOMIUIEKCHBIM MeXaHU3M U OCYILIECTBIISIETCS He
ToJIbKO nyTeM M3MeHenus CH ®DJI, Ho u 3a cyeT u3-
MEHEHUSI COOTHOLIeHMST pa3myHbIx DJI B MeMOpaHe.

Ipu TenaoBBIX BO3OEHCTBUSIX MPOUCXOAUT POCT
YPOBHS CTaOMJIM3UPYIOIMINX MEeMOpaHy KOMITOHEH-
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TOB: MosieKyJT DX, 06pas3yolInX OUCIOHbBIE CTPYK-
TypbI, WK MojeKyll PU, criocoOHBIX 00pa30BEIBATh
BOIOpPOIHKIE CBsI3N ¢ cocegHumu DJI, ymiaoTHsSS
ctpykrypy ouciost (Klose et al., 2012). Ha nmpumepe
C. echinulata 6pUIO0 OKa3aHO, YTO IPOIOJKUTEILHOE
Bo3neicTBUe Temneparyp, Ha 8—10°C mpeBbllato-
X ONTUMAJIEHOE 3HAaYeHHE (TUTEITbHAS alanTallls),
MPUBOIMJIO K YBEeJIMYEHUIO cOOoTHOILIIeHUsT PX/DD, uyTo
00BsICHSIETCS aKTuBalLueit pepMeHTOB cuHTe3a DX
n3 ®C u ®U (Li et al., 2019). CHuKeHMEe conepka-
HUS HeOucaoiHbIX DD Takke HAOJIIOAAJIOCH IIPU IT0-
BBILLIEHUM TemmepaTypbl y S. pombe (Glatz et al.,
2016). B xireTkax Opox:Keil, BhIpallleHHBIX MIPU T10-
BBILIIEHHBIX TeMIIepaTypax, HaOII0aaJ10Ch CHUKEHIE
KOJIMYECTBa HeOUCTONHBIX DD, HECMOTPS Ha X 060~
Jiee BBICOKYIO TeMIlepaTypy ¢a30BOTo Iiepexoda II0
cpaBHeHUIO ¢ 6ucnoitneiMu MX (Renne, Kroon de,
2018). B To xe BpeMsI 11 psiga MUKPOMUILIETOB OBLIIO
II0KAa3aHO yBeJIMYeHMe M0 HeOucaoHbIX DJI, uTo
MOXKET CIIY>KMTh CUTHAJIOM K 3aIlyCKy KJIETOYHOTO
otBeTa. Tak, y AposkKeil mpy CHUKEHUM COOTHOIIIE-
Hust OX/PD NporucxoauT HAKOIUIEHUE CTaOUIU3U-
pymwoiiero memopany majgoro BTIII HSP12 u orBeua-
Iollero 3a obpa3zoBaHUWE M3rMOOB MEeMOpaHBI Oelka
RTN2 (Thibault et al., 2012). HeGucnoitHble TUTTUIBI
oTBeyaroT 3a popMupoBaHUue Le yaacTKOB MeMOpaH B
rekcaroHaJibHOU pase, 4To 00JIerdyaeT CBSI3bIBAaHUE C
HuMU G-0eJKOB M BIUSIET HA CTAOMJIBHOCTh TPaHC-
MeMOpaHHBIX OCJIKOBBIX KOMITJIEKCOB ITyTEM M3MEHE-
Hus nipodutd JarepanbHoro naBieHus (Escriba et al.,
2008; Renne, Kroon de, 2018). ¥V psima Mukpomuiie-
toB nipu TIIl HabGmomasoChk MOBBILIEHUE NOJIW He-
oucnoiftneix @K Ha doHe cHukeHUsT goneit X u
@d3. Dra 3aKOHOMEPHOCTh ObLJIa XapaKTepHa JIJIsI Me-
30 WIBLHBIX TPUOOB A. niger, P. ostreatus vi C. japonica
(TepémuHa u coant., 2010, 2011), a TakXe 4151 Tep-
ModwioB R. miehei, R. tauricus u M. thermophila (Yanut-
sevich et al., 2014; Ianutsevich et al., 2016b). Hakorie-
Hue @K 6b10 orMeueHo npu TII y 6a3uauomuiiera
Ganoderma lucidum (Liu et al., 2017b), a Takke y IpoxK-
el Yarrowia lipolytica mpu BelpallluBaHUM B YCJIOBU-
sIX TIOBBIIIIEHHOM TeMnepaTyphl (Sekova et al., 2019).
C ogHoii ctopoHbl, @K MOXXHO paccMaTpuBaTh Kak
COeIMHEHNE, C KOTOpPOro HAYMHAETCS CHUHTE3
®J1. Torma yBemuueHne KomryectBa MK MoxkeT cBUIE-
TeabcTBOBaTh O nerpagauuu DJI B yenosuax TII B pe-
3y/lbTaTe aKTMBHU3aMKM MeMOpaHOCBsI3aHHOI (ocdo-
qmmmnasel D (Liu et al., 2017b). C apyroit ctoponsl, @K
SIBIISIETCS] OMOJIOTMYECKN aKTMBHBIM COEIVMHEHUEM C
CUTHAJIbHOI 1 perynsitopHoit pyHkimsimu (Shin, Loe-
wen, 2011; Jang et al., 2012; Barman et al., 2018). Hau-
6o1ee BeposiTHoi pyHkuueit K B ycinopusix TIL cum-
TalOT ydacTve B Mpolieccax 3HAO- U 3K30LIMTOo3a, YTO
00ycioBIeHO criocooHocThI0O DK 06pa3oBbIBaTh MUK-
pOIOMEHBI U y4acTBOBaTh B OOpa30BaHUU M3TMOOB
MeMOpaH u Be3ukya (McMahon, Gallop, 2005; Caz-
zolli et al., 2006; Kooijman, Burger, 2009). MuTepec-
HO, YTO IUII TepMO(MUIBHBIX TPUOOB XapaKTepHO
noaaepxaHue Bbicokoro ypoBHs @K (mo 35% ot
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CYMMBI MeMOpaHHbBIX JIMIIUAOB) MPU ONTHUMAIbHBIX
ycnoBusx (Yanutsevich et al., 2014; Ianutsevich et al.,
2016b; Salar, 2018). To ecTb cocTaB MEeMOpPaHHBIX JTV-
nnaoB y Me3odimioB B yciaoBuax T mpnbmmskeH K
TepModuIam.

I[MomnepxxaHue BSI3KOCTM MeMOpaH MOXET OCy-
IIECTBJISITHCS MPU TTIOMOIIU CTAOUJIM3UPYIOIIUX CO-
emnHenuii — Ct u CJI. Hakomenue Ct u CJI B cocTaBe
MeMOpaH MukpomuiieToB ITpy T1I cBs3BIBatOT ¢ 0Opa-
30BaHMEM MEMOpPAHHBIX MUKPOIOMEHOB, padToB (Al-
varez et al., 2007). Poct ypoBHs Ct ripu T1L Habmonan-
Csl Y MHUKPOMUIIETOB Pa3IMYHOIO CHUCTEMATHIECKOIO
TOJIOXKEHMSI, KaK Me30(WIOB, Tak U Tepmoduios (Te-
péimHa u coasT., 2010; Ianutsevich et al., 2016b). Yo-
PpsiIOYMBast alIWJIbHBIE LIS B XKNIKOKPUCTAUTTIECKOM
daze, CT MOBBIIAIOT PUTUAHOCTH MEMOpPaH IPU IMOBbI-
meHny TeMitepaTypsl (Ernst et al., 2016). Ctout ot™me-
TUTh, YTO IJisI TepMOMUILHEIX TPUOOB XapaKTepHO
BbIcOKOe coaepxkaHue CT B cocTaBe MeMOpaHHBIX
JIMINUOOB Ha BCEX CTAAMSIX POCTa IMPU ONTUMAaIbHBIX
yenoBuax (Yanutsevich et al., 2014; Ianutsevich et al.,
2016b).

Poct ypoBuss CJI mpu TIHI Op1 moxaszaH IS
JIpoxckei 1 MmuteauaabHbIX TpruooB (Chen et al., 2013;
Ianutsevich et al., 2016b; Rezanka et al., 2018). IToBbI-
meHHbIH ypoBeHb CJI HeoOXoamM 1711 aKTUBAIINHU ITPO-
1ieccoB TpaHciumu npu TIH (Meier et al., 2006). CJI
SIBJISIFOTCSI CUTHAJIbBHBIMU MoJjteKystamu (Epstein, 2013;
Fernandes et al., 2018), perymmpyoT Hagaio IIpoLieCCOB
TpaHcasuun, popmupys p-teiibla (Cowart et al., 2010).

TaxkuMm o6pa3oM, TMITUAHBIN OMCIION UTpaeT BaxX-
HYIO POJIb B CEHCHHTe 1 3amycke oTBeta Ha TII. Ha
panHux ctagusx TI 3ammyTa MeMOpaH OCYIIECTBIISI-
eTCS TIPM TIOMOIIN IIPOTEKTOPHBIX COCOUWHECHUMN —
Tperano3sl 1 BTIH. JlanbHeiimas craOuin3anus
OMCJIOST OCYIIECTBIISIETCSI TaKKe MyTeM M3MEHEHUS
COOCTBEHHO COCTaBa MEMOPAaHHBIX JIMITMAOB. DTO MO-
JKET OCYIISCTBIISITBCS 3a CUET 3aMEIICHUST alMIbHBIX
neneit MJI, M3MeHEHST COOTHOIIIEHHUSI OVMCIOMHBIX 1
HEONCITOMHBIX KOMITOHEHTOB MEMOpaH, a TAaKsKe TTOBHI -
mreHust coaepxxanus CJI u Cr.

JINITN bl MUKPOMUIIETOB
N TOKCHUYHOCTDb CPEJIbI

I'puOBI cexBeCcTpUPYIOT, pa3iaraoT U/Win IIPeoo-
pa3yloT IIMPOKUI CIEKTP 3arpsi3HUTENICIA: opraHuye-
CKMX 1 HEOPraHMYECKMX BEIIEeCTB, KaK OMOTUYECKOTO
MMPOUCXOXACHUS, TaK U KceHoOMoTruKoB (Gadd, 2016).
I'puOHBIE TOMMYJISILIMA U COODIIECTBa, OYIydr aKTUBHO
BOBJICYEHHBIMU B KPYTOBOPOT BEILIECTB B JIOKATLHOM U
r1o0aabHOM MacITabax, yJacTBYIOT B OCJIa0JICHUH
HeraTMBHBIX 9P EeKTOB 3arpsi3HUTeeit 1 MUKOpeMe-
VAU 3aTPSI3HEHHBIX cpel. B 1eoM rpuobl xapak-
TEPU3YIOTCSI YCTOMYMBOCTBIO K 3arpsI3HSIOIIMM Be-
1ecTBam, 6arogapsi LIMpOKOMY HabOpy aganTaim-
OHHBIX IIPU3HAKOB, YTO JeJaeT MX TUINYHBIMU
obuTtaTensiMu 3arpsi3HeHHbIX cpen (MapdeHuHa,

2005; Tepexosa, 2007). MexaHu3MBI pe3UCTEHTHOCTH K
HEeOJIAarONpPUSITHBIM YCJIOBUSIM WCCCIOBaHbl HEIO0-
CTaTOYHO. Y CTOIYMBEIC BUABI IPUOOB OOBIYHO PEIKO
BCTPEYAIOTCSI B HE3arpsI3HEHHBIX MOYBaX, OXHAKO
MOTYT CTaTh JOMUHUPYIOIIMMU NIPU cTpecce (Hanpu-
Mep, TOKCUYHBIX MeTasuioB) (MapdenuHa, 2005; Te-
pexoBa, 2007). IIpu aTOoM 3arps3HsIONINE BEIIECCTBA
CITOCOOHBI MPOSIBJISITH IO OTHOIIIEHMIO K TpOaM TOK-
cu4YHOCTH (pollutant toxicity), T.e. BbI3bIBaTh Hapyllle-
HIE OMOXMMMYECKIX, MOP(POITOTMIECKIX, (PU3NOIIO-
TMYECKUX XapaKTepUCTUK OPraHW3MOB, YTO B UTOIe
MIPUBOAUT K M3MEHEHUSIM Ha YPOBHE ITOMYJISLIMA U
coobmects (Tepexona, IlIBen, 1994; Gadd, 2016; Te-
pexoBa u coasT., 2017).

OpraHuyeckre M HEOpraHWYECKUE 3arpsisHUTENIN
OKa3bIBAlOT Pa3HOOOpAa3HbIe TOKCUIECKIE BO3ICHCTBIS
Ha TpUOHBIE KIIETKU: 1) THrMOMpyIOT (pepMEHTATUBHYIO
aKTUBHOCTD; 2) BBI3bIBAIOT OKUCIUTEIBHBIN CTpecC WK
B3aMMOJIEIICTBYIOT C CUCTEMaMU, KOTOPbIE OOBIYHO 3a-
IIMIIAIOT OT BPEIHOTO BO3IEHCTBUS CBOOOIHBIX pa-
JIUKAJIOB; 3) TOKCUYHbIC METAJLIbl BHITECHSIIOT WJIU
3aMEHSIOT He3aMEHUMBbIE MOHBI METAJIOB; 4) BbI3HI-
BaIOT HapylieHUEe 1eJocTHOCTH MeMOpaH (I'opoyHo-
Ba, TepexoBa, 1995; Baldrian, 2010; Calonne et al.,
2014). IlepBbIM (PUBMKO-XUMHNYECKIM OapbepoM, KO-
TOPBI BCTPEYAIOT 3arpsI3HSIONINE BEIIECTBA Ha ITyTHU
MIPOABUKEHUSI BHYTPb I'PUOHBIX KJIETOK, SIBJISIOTCS
KJIeTOYHAasl CTEHKAa W [UTOoILIa3MaThudecKass MeMopa-
Ha, KOTOpasi OTBeYaeT 32 B3aUMOIEHICTBIE C OKPYKa-
rouleii cpenoit (Mantil et al., 2019; Hac-Wydro et al.,
2019). BoszneiicTByst Ha MeMOpaHbl TPUOOB, 3arpsi3-
HSIOIIME BeIeCTBa CIIOCOOHBI BHI3BIBATH KOJIMYE-
CTBEHHbIEC U KQUECTBEHHbIC U3MEHEHUS UX JTUTTUIHO-
ro COCTaBa.

Opranuueckue 3arpsi3Hsitonnue Bemectsa (O3B) B
OOJBIIIMHCTBE CBOEM ITOABEpP:KEHBI TPMOHOM Ierpama-
LMY, TIO3TOMY MHTEpEC K UCCICIOBAHUSIM Pa3IIHbBIX
acIeKTOB VX B3aMOEICTBYSI C TpMOaMu CBSI3aH € Tiep-
CIIEKTHMBOI BHEAPEHUSI MUKOPEMEAUALIMU TTPUPOTHBIX
cpen. [IpenmyliecTBeHHO olieHUBatOT BiusiHue O3B Ha
IrpuObl, KOTOPbIE MOTYT BBICTYMATh B KAUeCTBE UX Je-
cTpykTopoB. Criekrp nsydaeMbix O3B rereporeHeH n
BKJIFOYAET TOJULIMKINYECKNE apoMaTUYeCKue yrie-
Bomoponbl — [TAY (anTpaueH u 6eH3(a)IIMpeH), O1-
chenonbl (A, S u F), repouniunbl (xjiopaueTaHUInI-
Hble repOuIUIbI U repounun 2,4-D), mepcucTupyto-
LI1e 3arpsI3HUTENIN (TPUOYTYITHUH U €ro XJIOpU).

O3B crocoGHBI MPOHMKATh 4Yepe3 KIETOYHYIO
MeMOpaHy, HapyIlIasl ee 1IeJIOCTHOCTb. DKCITePUMEHTHI
M0 M3MEPEHUIO MOBEPXHOCTHOTO NABJIEHUSI B JIMITHI-
HBIX MOHOCJIOSIX IOKA3aJid, YTO OMC(EHOIbl aKTUBHEE
MPOHWKAIOT Yepe3 MOIEbHBIC TPUOHBIC MEMOpaHBI,
YyeM 4epe3 MOMAC/bHbIE OaKTepuaibHble MeMOpaHbI
(Hac-Wydro et al., 2019). Takoit MexaHU3M AelCTBUS
HaIIPSIMYIO CBSI3BIBAIOT CO CITOCOOHOCTBIO OMC(heHO-
JIOB 00pa30BbIBATh BONOPOIHBIE CBSI3U C MOJICKYJIaMU
dJI (Hac-Wydro et al., 2019). Ha npumepe Mutienuaib-
HBIX TPMOOB ObLIa TTOATBEpXKAeHA cITocooHOoCcTh O3B K
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IIPOHUKHOBEHUIO Yepe3 IUTa3MaTHIeCKyI0 MeMOpaHy
¥ HapyLIECHUIO €€ LEJIOCTHOCTU IIyTeM IOBHIIICHUS
MMPOHUIIAEMOCTH. B 3KcrepuMeHTax 1o MOTJIOIIECHUIO
MOIMCTOrO MPOIUINS ITOKA3aHO, YTO XJIOPU TPUOYTYJI-
THHA HOBHIIIAET IIPOHUIIAEMOCTh MeMOpaHbI rprda Me-
tarhizium robertsii (Siewiera et al., 2015), a repounung
2,4-D — Trichoderma harzianum (Mironenka et al.,
2020). Astopsl (Nykiel-Szymarnska et al., 2019) 3a-
GUKCUPOBaIN Pa3INYHYIO CTeTIEHb U3MEHEHMS ITIPOHU -
IIaeMOCTH MeMOpaH (a 3HAYUT HApYIIEHWE X 1IeJIOCT-
HocTn) cpenu 34 BunoB Trichoderma spp., Ha KOTOpbIE
BO3/IEIICTBOBAIU XJTOpalleTAaH WIIUIHBIMU TrepOuIIIa-
MU. ABTOPBI OTMEYAIOT, YTO 00a MeEXaHMN3Ma, KaK ITOJI-
JIep>KaHH1e LIEJIOCTHOCTH, TaK U €€ YaCTUYHOE HapyIlIe-
HUE, MOTYT pacCMaTpuBaThCsl KaK aJamnTalluOHHBbIE
MeXaHU3MBbI TPIOOB, YTO OyIeT 00CyKaeHO HIKe. M3-
MEHEHHE IIeJIOCTHOCTA MEMOpaH IIOm OeliCTBHEM
O3B npoucxonur 3a cyeT KauyeCTBEHHOUN U KoJnye-
CTBEHHOI1 TpaHchopmalimu coctaBa JunuaoB (Li et al.,
2006; Siewiera et al., 2015; Nykiel-Szymarska et al.,
2019; Mironenka et al., 2020).

IMon neiictBuem O3B uzMeHsieTcst conepxxaHue u
akTUBHOCTb OuocuHTe3a Ct, DX n PD. CHMIKeHUEM
koymyectBa CT (B 4aCTHOCTH, 24-METUIXOJIECTEPH-
Ha) u ®X, a TakKe HaKOIUIEHWEeM TMPOAYKTOB Mepe-
kucHoro okucieHusi aununoB (ITOJI) oObscHSIOT
YTHETEHUE pocTa apOyCcKyJIsSIpHO-MUKOPU3HOTO Iprba
Glomus irregulare nipu 3arpsizHeHuM [TAY (KoHLIeHTpa-
My aHTpaueHa — 25 u 50 Mr/m; 6eH3(a)mupeHa — 35.3 u
70.6 wmr/m) (Debiane et al., 2011). BosneiicTBue
OeH3(a)upeHa B HAMOOIBIICH M3 MCCICOOBAaHHBIX
KoHUeHTpauuii (71 Mr/m) cnoco6CcTBOBaIO YMEHb-
LIEHUIO KoJIndecTBa rpeamectBeHHUKoB Ct u DJI (B
ocHoBHOM 3a cueT PX, ®C u ®I') B MuieIMu 1pyro-
ro MUKOpU3000pasytoliero suna Rhizophagus irregu-
laris, He yrHeTas MpyU 3TOM MULEJUATIbHBIA POCT
(Calonne et al., 2014). ITpy1 nHAYLIMPOBAHHOM OKMCJIM-
TEJIbHOM CTpecce, BbI3BAHHBIM 00pabOTKOI OeH3(a)mr-
peHOM, oTMeueHo cHinKeHue konmdecTBa DX (Debiane
et al., 2011; Calonne et al., 2014). UaTEepecHO, 4TO Ha
¢onHe cHxeHust ypoBHsI PX Mporcxonuniia akTUBaLIUS
UX OMOCHHTE3a, YTO CBUIETEJLCTBYET O pereHepaiuu
ocHoBHBIX DJI (Calonne et al., 2014). CHuXeHUEe AOIU
®X u, crregoBaTeNIbHO, CHIDKeHNE oTHOLIeHUsE DX/ DD
nmpoucxoauiau B coctaBe PJI KOJMIEKIIMOHHBIX KyJIb-
TYp: v M. robertsii Tion, meiicTBUEM XJIOpHUIa TPUOY-
TWITMHA (MpU KOHUeHTpauuu 2.5 Mmr/n) (Siewiera
et al., 2015) u T. harzianum nion neficTBUEM TepOUIIU -
na 2,4-D (npu koHnuentpauuu 100 mr/m) (Mironenka
et al., 2020). OgHako mocijie MHKyOauuu 34 BUIOB
Trichoderma spp. ¢ xJiopaleTaHWJIMIAHBIMU TePOULIU -
Jamu (Ipu KoHueHTpamuu 50 Mr/n) B coctaBe DJI
PEeTUCTPUPOBAJIM KaK CHUXKEHUE, TaK U yBEeJIMYEHUE
otHouieHus1 ®X/PHD (Nykiel-Szymanska et al.,
2019). V KoJUIeKIIMOHHOTO 1ITaMMa MULIETUAIbHOTO
rpuba Cunninghamella elegans TpuOyTUNTUH (TMIpU
KOHLIEHTpAllMU 5 MT/1) BbI3bIBAJ CHUXKEHUE HoJieit
®D u O®C Ha dpone nosbiieHus1 gojeit K, U u
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®dX, yto TpUBOOUIIO K pocTy oTHolueHus DX/DdD
(Bernat et al., 2014).

buocunresst ®X n ®D B3aumocBs3aHbl, 1 DX
MOTYT OBITh CUHTE3UpoBaHbl U3 PO (Xia et al., 2011).
CoortHonreHue Mexay @X u @D MoxXeT XxapaKTepur-
30BaTh 1I€JIOCTHOCTb MeMOpaHbl. [loBbIllIEHUE CO-
nepxanus X cTabuIN3upyeT TUITUAHBIIA OUCITON, B
TO BpeMsI KaK HeOMCoMHbIN aunua @D umeer TeH-
JIEeHII1MI0 00pa30BbIBaTh rekcaroHajgbHyto dasy, TeM
caMbIM CHMXasl TEKydyeCTb MeMOpaHbl 1 TOBBIIIAS
MPOHUIIAEMOCTb, UTO MPUBOJIUT K MOTEPE €€ 1IETOCT-
Hoctu (Li et al., 2006). ITox neiictBuem O3B anman-
TUBHBIE PEAaKIIUU JIMITUIHOTO MeTaboin3Ma y rpuooB
MOTYT BbIpaXaTbCsl KaK B CHUXKEHUU, TaK U B MTOBbI-
meHnu otHoleHust ®X/MDD. ['pudkl, y KOTOPHIX B OT-
BET Ha CTpecc 3TOT IOoKa3aTeJib MOBBIIAETCS, MOXHO
OXapaKTepu30BaTh Kak 00Jiee YyCTOMUYUBBIE, CITOCOOHbBIE
K COXpaHEHMIO IIeJIOCTHOCTH orcnos (Hanpumep, C. el-
egans U HeKoTopble BUnbl Trichoderma spp.). CHUXeHUe
TEKY4eCTU MEMOPAH MyTEM YMEHBIIIEHUS COOTHOIIIE-
Hua OX/DD 3anyckaeT Apyroil BUI aJaNTUBHOIO
MeXaHu3Ma — KOMIIeHcaTopHoro. Takoii MexaHU3M
HalpapJjieH Ha oOecrieueHue TMOCTENeHHOro Morjio-
meHuss O3B u ux gerpagaliiv BHYTPU KJIETOK, UTO
BO3MOXHO TPU KOHLIEHTPALIUSIX, HE BbI3bIBAIOIINX
CUJIBHOTO TOKCUYECKOTO 3heKTa.

ITomumo BiusiHus Ha ypoBeHb @X u @D, O3B
BBI3BIBAIOT M3MEHEHWE CONEpXKaHUs M aKTUBHOCTH
6uocuHTesa Apyrux PJI, B yactHoctr DK n KJI, a Tak-
xe momupukaumo CH ®J1. Bxnouenue [1-*C] auera-
ta B ®K ycunuBagoch Ha (hoHe HEU3MEHHOCTU UX KO-
JIMIECTBA B SKCTpapaTuKaIbHOM MUTIEINH R. irregularis
B npucyrctBumn 6eH3(a)mupeHa (Calonne et al., 2014).
ABTOpBHI IIpeArionaraoT, 4yTo aerpajgauus @K, saBis-
foruxcs npeamecrBeHHUKaMyu PI' 1 OC, KoMITeHCH-
pyeTcs akTWBallMel MX OMocuHTe3a. PacxomoBaHue
@K Ha nepegady CUTHAJIOB CTpecca MOXeT MPUBECTH K
3aMemieHuIo 6uocuHTe3a @', B KOTOPOM y4acTBYIOT
®dK (Munnik, 2001; Nykiel-Szymarnska et al., 2019).
Veennuenue nonu @K B cocraBe PJI Habmomanu y
HECKOJIBKUX MPOTECTUPOBAHHBIX BUNOB Trichoderma
Spp. MPHW BO3IEUCTBUU XJIOpAETAHUIMIHBIMU Tep-
ountunamu n 'y C. elegans mpu BO3AEUCTBUN TPUOYTHU-
nruHoM (Bernat et al., 2014; Nykiel-Szymanska et al.,
2019). B tunuaHoM nmpoduie oopadboTaHHOTO repou-
ouaoM muuenus 7. harzianum perncTpupoBain 00-
Jiee BBICOKYIO JOJTI0 MOJIEKYJISIpHBIX BUA0OB KJI 72:7 1
oosiee Hu3Kky1o gomo KJI 72:8, 9To CBS3BIBAIOT CO
CHIKEHUEM COOTHOIIEHUS MEXIY KUPHBIMU KUCJIO-
tamu Cz., 1 Cg.; (Mironenka et al., 2020). CHuzxeHue
creneHn HeHackleHHOCTH DJ1 oTMevanu B mpucyT-
ctBuu TpubyTunaTuHa B muuenuu C. elegans (Bernat
et al., 2014). M3-3a noBeimenHoro I1OJI B o6pabo-
TaHHOM repouuaoM Muuenuu 1. harzianum peru-
CTPUPOBAIIM eIlle 1 60Jiee BEICOKOE KOJIMIECTBO OK-
cuminuHoB (9-HODE u 13-HODE) (Mironenka et al.,
2020).
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KauecTBeHHBIE 1 KOTMYECTBEHHBIC NU3MEHEHUS B
COCTaBe 3allaCHbIX JUNUAOB Ton neiicteuem O3B He
Tak oyeBuAHbI. B pabore Calonne et al. (2014) aBTOpbI
3apUKCUPOBATIN aKTUBMU3aLMio Trapoim3a TAIT B Mu-
e apOyCKYyJISIPHO-MUKOPU3HBIX TPHOOB B IIPUCYT-
ctBuH [TAY, 4TO CBS3BIBAIOT C YCWJICHUEM CUHTE3a XM~
THHA JIJTs1 YKPETUICHUS KJIETOYHOM CTEHKH Y OJIOKMPOB-
ku ioctyruieHus ITAY BHyTpb rpuOHBIX KeToK. Kak
W3BECTHO U3 Oojiee paHHUX ucclienoBaHuii (Debiane
et al., 2011), B oTBeT Ha BBI3BAaHHBIN IIPUCYTCTBHUEM
ITAY crpecc KieTouHble CTEHKU apOyCKYISIPHO-MU-
KOPU3HBIX TPUOOB YTOJIIIIAIOTCS.

M3 psima HeopraHMYECKMX 3arpsI3HSIIOIIMX BEIleCTB
HanOoJiee YacTO HCCIIEAYEMbIMU SIBJISTIOTCS TSDKEbIe
MeTtauibl (TM) 1 MeTajuionasl, 10 MPUYMHE UX IITAPO-
KOI1 pacrnpocTpaHeHHOCTH B moyBax (Baldrian, 2010) u
MOTeHLIMAIBHOM (pyHrumaHoi aktuBHocTy (Vesentini
et al., 2007). KaTuoHbl HEKOTOPHIX METAJIJIOB y4acT-
BYIOT B 0OeCIleUeHUHU TPOLIECCOB KU3HEACITCIbHO-
CTH XUWBBIX OPTaHU3MOB, TOKCUYHEIE XE 3JIEMEHTHI
(Hg, Cd, Pb, As) oka3pIBaloT, B OCHOBHOM, HETaTUBHOE
BO3/eliCTBUE, HaKaruIMBasich B KiieTkax. [1o oTHoIe-
HUIO K Hepa3jlaraeMbIM coearuHEeHUSIM T M rpubsbI 11po-
SIBJISIIOT CITOCOOHOCTh K akKyMyJasinuu. TM mposiB-
JISIIOT 10 OTHOIIIEHUIO K TpUbaM pa3MYHyIO TOKCUY-
HOCTb, KOTOpasi 3aBUCUT OT CTEIIEHN UHIYLINPYEMBbIX
KOJIMYECTBEHHBIX Y KAU€CTBEHHBIX N3MEHEHMI1 B CO-
cTaBe MeMOpaHHBIX JTUMUIOB.

ITonpoGHbIe uccaeqoBaHUSI COCTaBa I'PUOHBIX JIU -
maoB Tipu aeiictBur TM TIpoBeneHBI Ha IBYX BUaaX
MUKPOMMIIETOB: BBIIEJIEHHOM W3 He3arpsi3HeHHOI
nmouBbl Curvularia lunata (Paraszkiewicz et al., 2009,
2010) 1 BBIIEIEHHOM M3 CHJIBHO 3arpsi3HEHHOM Me-
TajiaMu 1TouBbl Paecilomyces marquandii (Staba et al.,
2013). B pa6ote (Paraszkiewicz et al., 2009) uzyyen
coctaB XK C. lunata npu o6padorke nonamu Ni, Cu,
and Zn B KOHIIEHTpAILIMIX, KOTOpbIe HE MHTMONpPOBa-
qm rpubHoit poct (0.06, 0.32 u 0.98 r/1 cooTBeT-
cTBeHHO). B pabore mpyrux aBropoB (Staba et al.,
2013) mzyyeHsl JunumaHbie npoduan, coctaB KK u
LIEJIOCTHOCTb LIMTOIIa3MaTUYeCKOit MeMOpaHbI Ipu-
6a P. marquandii npu Bo3neiictBum Zn, Cu, Pb, Niu
Cd B KOHIIEHTPALMAX, UHTUOUPYIOIINX MULIETIUATIb-
HbIi pocT Ha 50% — ECs, (0.78,0.29, 0.77,0.18 1 0.28 r/n
COOTBETCTBEHHO).

IMon Bo3neiicTBuemM noHoB Pb B coctaBe PJI Mu-
uenus P. marquandii otMeueHO cHUKeHue gonu dX
1 HeHachlleHHBIX KK, 4TO mpuBogmiao K cylie-
CTBEHHBIM TMOBPEXICHUSIM 1IUMTOILIa3MaTUYECKO
MeMOpaHBI: aBTOPHI (pukcupoBain moytu 30-kpar-
HOE€ yBeJIMYCHUE MOMIOIIEHUS IOAMCTOrO PO
OTHOCUTEIBbHO KOHTpOoJs (Slaba et al., 2013). Ilo ux
MHEHMUIO, cokpalieHue goau DX, compoBoxkaaemoe
3HAYUTEJIbHBIM TTOBbIIeHUEeM g0 DK, Bo3MOXKHO
W3-3a akTuBaluu docdonunassl D, KoTopas Tuapo-
mzyet ®X go OK.

OtBeTHas peakuus P. marquandii Ha Bo3aeiicTBre
Cd u Ni BoIpaxanach B yBesudeHuu nojau ®X B co-

craBe ®DJI muuenus (Staba et al., 2013). Mousr Cd
CTUMYJIMPOBAJIA BO3pacTaHUE CTENIEHN HACHIIIIEHHO-
ctu @JI B munieniuu P. marquandii (Staba et al., 2013),
a noHsl Ni — B Munemu Kak P. marquandii (Staba
etal., 2013), tak u C. lunata (Paraszkiewicz et al.,
2009, 2010). U3MeHeHUe CTETIEHU HACBIILIEHHOCTHU B
OCHOBHOM MPOUCXOJUIIO 32 CUET YBEJIUUECHUS COACP-
KaHUS cCTeapuHOBOI KUCIOTHI (Cig.0) U YMEHBILIEHUS
cogepxaHusl JuHosieBoil kuciaotel (Cig,) (Parasz-
kiewicz et al., 2009, 2010; Staba et al., 2013). ITo mHe-
HUI0 aBTOPOB (Staba et al., 2013), yBenuueHue coaep-
KaHust PX B cCOYETaHUY C BO3pacTaHUEM CTETIEHU UX
HacblllleHHOCTU Yy P. marquandii criocobcTBOBao
MOJJIEP>KaHMIO HalJIeXalllel TeKy4ecTU MeMOpaHbI U
MIPUBOIMIIO K CHIDKEHUIO cTpecca, BbizBaHHOTro Cd u
Ni. UaTepecHo, uto moHbl Ni 6bUIH O0JIee TOKCHUY-
HbiMu 111 C. lunata, BbI3bIBasi 3aMETHbBIE U3MEHEHUS
POCTOBBIX U MOP(MOIOrMYECKUX XapaKTepUCTUK
(Paraszkiewicz et al., 2009). 310 MOXeT OBITh CBsI3a-
HO C TeM, YTO BbIJIeJICHHBII U3 He3arpsI3HEHHOM oY~
BBl Tpub He mMen pe3ucteHTHocTn K TM. Kpowme
atoro C. lunata, ciocOOHEBII B OTBET Ha TOKCUYECKU I
cTpecc o0pa30BBIBATh 3allIUTHBIN BHEKJIETOUHBIM
MOJIMMED, TIOJ AeiicTBeM MOHOB Ni ero He CUHTE3M-
poBan (Paraszkiewicz et al., 2009).

Honsr Cu, omHOBpEMEHHO C MOBHIIIIEHUEM TOIU
®dX u otHommeHuss ®X/DD B coctaBe DJI, npuBomUIH
K CYILIECTBEeHHOMY IMOBPEXIeH1I0 MeMOpaH P. marquan-
dii (Staba et al., 2013). ITo mueHuto (Azevedo et al.,
2007), BeIcOKasi TOKCUMYHOCTh MEOU MOXKET OBITH CBSI-
3aHa C TeM, 9TO KaK MepPeXOMHbIIf METaJJT OHA BBI3BI-
BaeT MOBpPEXIeHUE MeMOpaH BCJIEACTBIE aKTUBALIUU
OKUCJIUTEILHOTO CTpecca. AHAJOTUYHbBIE SIBJIEHUST —
OKUCINTEeNNbHEBIN cTpecc 1 [10J1 — BBI3BIBaeT 1 HU-
kenb (Paraszkiewicz et al., 2010).

HaumeHee TOKCMYHBIN 13 UCCIEIOBAHHOTO psiaa
METAJIJIOB — [IMHK — He BBI3bIBAJI U3BMEHEHMII COCTaBa
DJI P. marquandii, a citocoOCTBOBAJI 3aMETHOMY yBE-
JInyeHunIo 1o HeHachlneHHbIX 2KK B coctaBe DJI,
B OCHOBHOM, 3a CYET YBEJIMYECHUSI COACPXKAHUS JIU-
HoJieBoi kucioThl (Cig.,) (Staba et al., 2013). LIunk
oKazajicsl HauMeHee TOKCUYHBIM 1 1t C. lunata: B
€ro IPUCYTCTBUM HE OTMEYEHEI M3MEHEHUS B COCTa-
Be 2KK DJI (Paraszkiewicz et al., 2009).

TakuMm o00pa3oMm, peryJamMpoBaHue JUITMIHOTO
npoduiasgs u crerneHu HachlmieHHocTH DJI Moxer
OBIThb BaXXHBIM aJallTallMOHHBIM MEXaHU3MOM I'pHU-
0OOB B OTBET HA TOKCUYECKOE BO3ACHCTBUE 3arpsI3HsI-
JOIINX BEIIECTB, CITOCOOCTBYS BEKMBAHUIO TPUOOB B
HeGaaronpusaTHhIX yeinoBusgx. @JI u CT cocTaBiIsioT
OCHOBY KJIETOYHBIX MEMOpaH U OTBEYAIOT 3a LIEJI0CT-
HOCTb MX CTPYKTypbl. Hanbonee yHUBepcalbHBIMU
OTKJIMKAaM1 MUKPOMMUIIETOB, CIIOCOOCTBYIOIIMMHU UX
YCTOWYMBOCTU K BO3IECUCTBUIO 3arpsS3HSIOLIMX BE-
IIECTB, SBIISIIOTCS yBenudeHue comepxkaHus PX u
HaceieHHbIX KK B coctaBe ®DJI, aktuBauus 61o-
cuHte3a ®K. ToKCUKaHTHI, BbI3bIBask CHUKEHUE KO-
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CuHTe3 MeMOpaH-CTaOMIN3UPYIOIINX B3aUMOBIUSIONINX KOMITOHEHTOB:
— MemOpaHHbIe JIMTTHAIAbI: CTEPUHBI U COUHTOTUITUIBL;
dochaTanIXOIMHBI U hochaTnaMIITAaHOIAMUHBI
— MepMeHTHI CMHTE3a HEHACBILIEHHBIX SKUPHBIX KUCIIOT:
JlecaTypasbl U 3JI0HTa3bl
— MepMeHTBI CMHTE3a HACHIIIIEHHBIX JKUPHBIX KUCJIOT
— OCMOJIUTBI: Tperasioda v NIULEPUH

— Mamsbie MOJIEKYJIBI 0EJIKOB TETJIOBOTO III0Ka

— q)epMGHTbI AHTUOKCUTAHTHOMU CUCTEMBI

— [TurMeHTBI (MeTaHWHBI, KAPOTUHOUIBI, MUKOCITOPUHBI)

— BCJ’[KI/I-HJal'[eHOpr

Puc. 2. YrpolieHHasi WUTIOCTpalvsi KOMIUIEKCHOTO OTBEeTa IPMOHOM KJIETKU Ha CTPECCOBbIE BO3NEUCTBUS U POJIM B HEM JI -

MIMIHOro oOMeHa.

smyectBa DX u Cr, akrupanuio I10OJI, cnoco0HbI mo-
BpeKIATh MEMOPaHY U MHTHOMPOBATH POCT IPUOOB.

SAKIIIOYEHHME

OTBeT rpuOHOI KIJIETKM HA CTPECCOBBIC BO3IEii-
CcTBUSI (OCMOTHYECKOE, XOJIOAOBOE, TEIUIOBOE, TOK-
CHUUYECKOe) SIBJISIETCSI KOMIUIEKCHBIM, BHYTPU KOTO-
pOTO MUIMAOHBIN OOMEH MIpaeT OOHY M3 OCHOBHBIX
poueit. CurHa cTpecca, nmepegaBaeMblii N3BHE Yepe3
MEHSIIOIIYIO CBOM (PUBMKO-XMMUYECKHE CBOMCTBa
MTOIUIA3MATUYECKYI0 MeEMOpaHy, ITOCTyNasl B KJIETKY,
3aITyCKaeT MHOTOCTYIICHYATyIO cuctemy hopdopumi-
POBaHUS U SKCIPECCUIO COOTBETCTBYIOLIMX T€HOB, UTO
OPUBOOUT K CHUHTE3y MeMOpPaHOCTaOMIM3UPYIOIINX
KOMITOHEHTOB (puc. 2). K taHHbIM KOMIIOHEHTaM OTHO-
cITCs MeMOpaHHBbIC JIMITUABI; PepMEHThI CUHTE3a Ha-
ChlIlIeHHbIX U HeHachlleHHbIX 2KK; mManbsie BTI;
OeJIKM-IIallepOHbI; OCMOJUTHI (Tperajao3a U INIUIe-
puH); ¢GepMEHTHl aHTUOKCUIAHTHOM 3allUTHI; IIPO-
TEKTOPHbIE MUIMEHThHI. MeMOpaHOCTAOMIN3YIOIIE
KOMITOHEHTHI BJIMSIOT Ha JIMIIMIHBIA OOMEH: Tperajiosa
3alIMIIAET OT OKUCJICHUS IBOMHbBIC CBSI3U allMJIbHBIX
neneit MJI, manpie BTII crtocoOHBI MOBHIIIATH PU-
TUIHOCTD JIMITMIHOTO OMCIIOS.

BosneiicTBus cTpecCOpHBIX (DAKTOPOB MPUBOIST
K Ka4eCTBEHHBIM M KOJIMYECTBEHHBIM M3MEHEHUSIM
JIMITUTHOTO COCTaBa, 00eCITeUnBaIOIIMM aanTaluio
rpuOOB K HEOIATONPUSITHBIM YCIOBUSIM CPEIbl OOU-
tanus. M3menenus coctaBa ®JI, Ct u CJI oxapakre-
MUKPOBUOJIOTUS Ne 1
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pPU30BaHbl KaK MHOToOOpa3Hble 1 HEOJHO3HAUYHbIE,
3aBUCSIIME OT CUJIbI BO3AEHCTBUS, UICXOJHOIO COCTaBa
JIMTTUAOB, TEeHETUYECKU 3aKPEIUICHHOM Pe3UCTeHT-
HOCTHU T'pHOOB U CIIOCOOHOCTH K afgarTalluy K BHEILI-
HUM BO3AeUCTBUSIM (Tabu. 1). BaxxHbIM yciaoBueM
JUISI TIOAAEPKAaHUST CTAOUJIBHOCTHY B YCJIOBUSIX CTpeEC-
ca SBJISIETCSI BSI3KOCTb MeMOpaHbl TpUOHOMN KJIETKU,
kotopas 3aBucut oT CH ®JI u orHomeHust Ct/PDJI.
HM3meHeHre BA3KOCTM MeMOpaHbl (KakK YBeJIWYeHMUE,
TaK U yMEHbIIIEHHUE) paccMaTpuBaeTCsl Kak ajarrTaim-
OHHbIA MeXaHU3M B OTBET Ha CTPECCOpPHbIC BO3MEii-
CTBUSI M XapaKTepeH 11 MHOTMX M3YyYEHHBIX BMUIIOB
rpu6oB. Perynuposanue CH ®J1 yaiiie Bcero mpomcxo-
JIAT 32 CYET MOIYJIMPOBAHUS KOJIMYECTBA CTEAPMHOBOM
(Ci5.0) u nuHoseBoit (Cig.,) Kucnor. [IpeacraBnenue
O LIEJIOCTHOCTU MEMOpPaH MOXET COCTaBUTb COOTHO-
meHue Mexny ®X u @D. INoBbllIeHHE YPOBHS OUC-
JI0¥HBIX @X cTaGMIM3UPYET TUITMIHBIN OUCIION, B TO
BpeMsl Kak HeOucjoiiHble PO MMEIT TeHIASHIINIO
o0pa3oBBIBaTh TeKcaroHajabHyo ¢da3y. OTciona clie-
JIyeT, YTO UBMEHEHMUST OOIIEro coaepKaHUsI IBYX OC-
HoBHBIX Tpymn DJI (OX u ®ID) npeacTapasiroT codoit
afanTUBHBINA OTBET IPUOHBIX KJIETOK, B YaCTHOCTH, Ha
TOKCHUYECKOE JeHCTBUE 3arpsi3HstoInX BemecTB. CT 1
CJI urparoT BaxkHYIO pOJjib B CTAOMJIM3allMM MeMOpaH,
peryavpyst uX TeKyuecTb. ['prObl ¢ BBICOKMM CoepKa-
HUEM 3procTeprMHa MeHee YYBCTBUTEIbHbI K 3KCTpe-
MaJIbHBIM OCMOTHMYECKUM W TeMIMepaTypHbIM BO3IEi-
CTBUSIM, TOKCUYHOCTU 3arpsi3HSIIONIMX BEIIECTB. YBe-
Jymuenue gonmu @K B coctaBe MEMOpPaHHBIX JTUIIUIOB
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Ta6uuma 1. OG00IIcHHbBIE TATTEPHBI KAYECTBEHHBIX U KOJIMYECTBEHHBIX U3BMEHEHUI cOCTaBa JIMIIUAOB IPUOOB B pe3yJib-
TaTe OCMOTUYECKOT0, TEMIIEPaTyPHOTO BO3ACHCTBUIA U TOKCUYHOCTHU CPEAbI

I'pubBI

W3MmeHeHMs TNIUIOB B pe3yIbTaTe
CTPECCOBBIX BO3ECTBUIA

HUctounuk

Fusarium sp.

Saccharomyces cerevisiae

Debariomyces hansenii

Hortaea werneckii

Phaeotheca triangularis

Me3zodunbHbIC IPOXKKU
Saccharomyces cerevisiae

Me3ohunbHbIE IPOXKU
Candida sake

Me30hnIbHBI MUKPOMULIET
Aspergillus niger

TepModUIbHBII MUKPOMULIET
Rhizomucor miehei

[NcuxpodmiabHBIE IPOXKI
Leucosporidium frigidurn,
L. nivalis, L. gelodum

Aspergillus niger,
Pleurotus ostreatus,
Cunninghamella japonica

Rhizomucor miehei, R. tauricus,
Mpyceliophthora thermophila
Yarrowia lipolytica

Schizosaccharomyces pombe

Saccharomyces cerevisiae

Glomus irregulare
Rhizophagus irregularis

T'unepocMoTHYECKOE BO3/IEICTBIE

IMoseimenue noau ®K u cHmkenue goau CT B cocTaBe
MeMOpaHHBIX JIMITUAOB; CHUXKeHue cooTHoleHus: Ct/dJ1

IMoseimenune noau O B coctaBe DJI; moBbILIEHNE
konmyecTBa CT 1 cootHoureHus: Ct/DJI; HebombIoe
noseieHnne CH ®J1

IMosbimenne noneit @I u Ct, cHukenne goneit ®U u OC
B COCTaBe MeMOPaHHBIX JIUTTUAOB; ITOBBIIIEHNE
cootHomreHust Ct/®JI u CH ®JI

Cauxenue nonu MX B cocraBe DJI; HEOONBIIOE CHIKEHUE
cootHoueHus1 Ct/MJI; Hebonbioe yBeauueHrne CH DJI

He6onbioe cHmkenune poieit ®X u @D B coctaBe DJI;
KoanuecTBo CT He MEHSIETCS; HOBBIIIEHNE COOTHOIIECHUS
Cr/®DJ1

XoJ1010BO€ BO3/I€iiCTBHE
Heo6oabme nsmeHenuss CH o61ux aununos npu 4, 18,
30°C
IMoBeienre CH o61yx munuaos mnpu 15 u 0°C

OTBeT Ha X0J10/10BO¥i 1I0K: NoBbilIeHUe nojeit @K u Cr B
cocTaBe MEMOPaHHBIX JTUITUAOB; MOBBIIIIEHUE COOTHOIIEHUSI
Ct/®n; nosbilienue CH @JI

OTBeT Ha X0JIONOBOII 1IOK: MoBbIeHME 1o DK
B MEMOpaHHbIX JIMNUIAX; CHUXKeHUe cooTHolneHust Ct/DJI;
nosbiienne CH ®J1

INoseimenue CH o0IIMX ITMIIMIOB 3a CYET POCTA O
0-Cigynpu 17, 8 u —1°C

TennoBoe Bo3aeiicTBrE

Ioseimenune nomu ®K, Ct u CJI B coctaBe MeMOpaHHBIX
mununos; CH ®DJI He cHmKaeTcst

IMoBeiuenue gonu @K, Ct u CJI B cocTaBe MeMOpPaHHBIX
mununos; CH ®JI He cHmkaeTcst

[Tosbimienue noau @K, Ct u CJI B cocraBe MeMOpaHHbBIX
sununos; CH dJI He cHUXKaeTcst

Cauxenue nonu @D B coctaBe DJI; cumzkenue CH dJI
IMoseimenue momm CJI B cocTaBe MeMOpaHHBIX JTAIINAOB

BosneiicTBue TOKCHKAHTOB
CHuxenune koiandectBa Ct u OX

CHuxeHue KomdecTsa npeamectBeHHUKoB Ct u OJI;
nHTeHcupukauus ornocuHresa K

Smolyanyuk et al.,
2013

Turk et al., 2004

Turk et al., 2007

Turk et al., 2004

Turk et al., 2004

Rossi et al., 2009

Gostincar,
Gunde-Cimerman,
2018

Ianutsevich et al.,
2016

Ianutsevich et al.,
2020

Watson et al., 1976

Tepé€uimHa u coasrT.,
2010, 2011

Yanutsevich et al.,
2014; Ianutsevich
etal., 2016

Sekova et al., 2019

Glatz et al., 2016;
Péter et al., 2017

Cowart et al., 2010;
Chen et al., 2013

Debiane et al., 2011
Calonne et al., 2014
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I'pubnr

W3MeHeHus1 TUNUI0B B pe3ysibTaTe
CTPECCOBBIX BO3IEHCTBUIA

Uctounuk

Metarhizium robertsii;
OTHENBHBIE KYJILTYPhI
Trichoderma spp.

Trichoderma harzianum

Cunninghamella elegans,
OTIETbHBIC KYJIBTYPHI
Trichoderma spp.

Paecilomyces marquandi,
Curvularia lunata

CHuxenue gosu ®X u cootHoleHust DX/ PO
B coctase DJI

CHuxenue noiau ®X u coorHomeHuss ®X/MDD B cocTaBe
®JI; noBblilIeHUE AOJIU MOJEKYIIpHbIX BumoB KJI 72:7 u
cHikenue goau KJI 72:8; moBbIIeHrEe KOJIMYeCTBa
okcwiunuHoB (9-HODE u 13-HODE)

CHuxenue goyeit @D n OC Ha hoHe MOBBIIIEHUS A0JIEi
DK, DU u ©X B cocrase DJI; moBbIlLIEHNE COOTHOIIEHUS
OX/DI; yeenmmueHue nomu K

Tsxenble METaUTBI IO MEPE CHUKEHUSI TOKCUYHOCTH

(Pb > Cu > Ni = Cd > Zn) BbI3bIBAIOT MEHBIIIOIO CTENIEHb
usMeHeHus nojeit @X u HeHackieHHbIX KK B cocTaBe

Siewiera et al., 2015;
Nykiel-Szymanska
et al., 2019
Mironenka et al.,
2020

Bernat et al., 2014;
Nykiel-Szymanska
etal., 2019
Paraszkiewicz et al.,
2009; Paraszkiewicz
et al., 2010; Staba

dJ1

etal., 2013

ITpumeuanue. O603HaUeHUs KakK Ha puc. 1.

SIBJISIETCS] YHUBEPCAJIBHOM peakliMeil Ha ONMMCaHHbIe
B 0030pe HEOIAroIPUSTHBIE BO3IEHCTBUS M MOXKET
CIIy>KUTh MapKEpOM COCTOSIHUSI CTpecca MUKPOMU-
LIETOB.

Takum obpa3oM, aHAJIM3 JIUTEPATYPhl 1 COOCTBEH-
HBIE 9KCIIEpUMEHTAJIbHBIE MCCICHOBAHMST TTO3BOJISIIOT
3aKITIOYUTh, YTO U3MEHUYMBOCTD JIMITUIHBIX Ipodueii,
MpeXae BCEro MEMOpaHHBIX CTPYKTYpP, UTPaeT OOJIb-
IIyIO POJib B afanTalliy MUKPOMMIIETOB K CTPECCO-
BBIM YCJIOBHSIM cpelibl. MBI TTojlaraeM, YTo UMEHHO C
npeoObpa3oBaHUSIMU B JIMIIMIHOM COCTaBe MeMOpaH
CBsI3aH OCHOBHOM MEXaHN3M 3KOJIOTMYECKOM IIjia-
CTUYHOCTA M PE3UCTEHTHOCTH, CIIOCOOCTBYIOIIWIA
TMOBCEMECTHOMY pacIIpoCTpaHEHUIO TpOOB Ha 3eMIie.

PMHAHCHUPOBAHUME

HccnenoBaHue BBIIIOJIHEHO Ipu (PMHAHCOBOM ITOI-
nepxke PODU B pamkax HayuHoro mpoekta No 19-14-
50516 (DxcmaHcus).

COBJIIIOJEHUE OTUYECKUNX CTAHIAPTOB

Hacrosimas crtarbsa He COOEpXUT pe3yIbTaToOB MCCIIE-
JIIOBAaHU, IOJYYEHHBIX C MCIIOJIb30BAHMEM XXUBOTHBIX B
KayecTBe OOBbEKTOB.

KOH®JIMKT MHTEPECOB

ABTODBI 3aSIBJISIIOT, UTO Y HUX HET KOH(JIMKTA MHTEPECOB.
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Abstract—Among the variety of living organisms, microscopic fungi have no equal in their ability to occupy
various ecological niches due to evolutionarily formed mechanisms of adaptation to a wide range of variability
of climatic and technogenic factors. One approach to understanding the mechanisms of adaptation to chang-
ing environmental conditions is associated with lipid metabolism. The review provides a critical analysis of
publications and our own experimental data on the variability of micromycete lipids under the influence of
stress factors and the possible adaptation mechanisms associated with this. The functional, structural, and
quantitative changes in fungal lipids were analyzed under the conditions of osmotic, thermal, and cold influ-
ences, as well as toxicity. Biochemical changes in the composition of phospholipids and other membrane lip-
ids are characterized as diverse and ambiguous, depending on the degree of exposure, the initial composition
of lipids, the resistance of fungi and the ability to adapt to external influences. The role of lipid metabolism
in the overall complex response of fungal cells to stress has been discussed.

Keywords: fungi, membrane, viscosity, phospholipids, sterols, sphingolipids, degree of unsaturation, osmotic
shock, heat shock, cold shock, environmental toxicity
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1 X YCTOMYMBOCTHU K OKUCJIIUTEIIBHOMY CTPECCY
N BBICYHINBAHWUIO Y ahpC MYTAHTA AZOSPIRILLUM BRASILENSE
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Azospirillum brasilense @opMupyIoT OMOIUICHKN Ha pa3HOOOpa3HBIX IIOBEPXHOCTSIX. PaHee ObU10 mOKa3aHo,
YTO MHAKTHUBAUMSA reHa ahpC alKuITHOPOIepOKCUAPEenyKTa3bl y myTtaHnta SK586 mtamma A. brasilense
Sp245 mpuBena K MOBBIIICHUIO YyBCTBUTEIBHOCTH K MEPOKCUIAM U K U3MEHEHUSAM B XXTYTUKOBaHWU, TTO-
NIBUDKHOCTHM U CBOMCTBAaxX KJIETOUHOM MOBEPXHOCTU. B maHHOI paboTe yCTaHOBJIEHO, UTO IITaMM Sp245 B
YCIIOBUSX JJUMUTA 10 a30Ty MIEPEXOIUT IMTPEUMYIIIECTBEHHO K GMOTIJIEHOYHOMY CYIIIECTBOBAaHUIO, TOTIA KaK
st ahpC mytanTta SK586 Takast TeHIeHUMST He XapakTepHa. MiHakTuBanus reHa aipC HeraTUBHO BJIUSIET
Ha XKM3HEeCIToCOOHOCTh Ki1eToK SK586 B cocTaBe GMOIUIEHOK, YTO HanboJIee 3aMeTHO Ipu AeULIMTE a30Ta.
IIpy OTCYTCTBHUM CYIIECTBEHHBIX MOPMOJIOTMYECKUX PA3INIUil LUCTOMOXOOHBIX hopM Sp245 u SK586
YCTOMYUMBBIE K BBICYIIUBAHUIO TTOKOAIIMECS (DOPMBI MyTaHTa M3 6€3a30TUCTOM cpeabl ObLIN OoJiee IyB-
CTBUTEJIbHBI K TEPEKMCH BOOOpOIa, YyeM MNokosiuecss ¢opmbl Sp245. B OGuoruieHkax mrtamma Sp245
YCTOMYUBBIE K BBICYIIMBAHUIO XKU3HECTTOCOOHBIE (POPMBI OOHAPYKMBAJIUCH U TTOCTe 9 Mec. XpaHEeHHUS, a B
ouoruteHKax Mytanta SK586 Takue GaKTepuu COXpaHsSUTH XXU3HECTIOCOOHOCTh MeHee Mecsia. [1pu amarn-
TalMu K KOPHEBOM CHCTeMe pacTeHU YBETNYUBAIOCH KOJIMYECTBO KIETOUHBIX (POPM a30CTTUPHILI, YCTOM -
YMBBIX K BBICYIIIMBAHUIO, TI0 CPABHEHUIO C YMCJIOM TaKMX KJIETOK U3 3peJIbIX OMOIIEHOK Ha aOMOTUYECKUX
noBepxHocTax. B ornmuuune ot Sp245 ahpC, mytant SK586 He oka3bIBajl IIO3UTUBHOIO BIUSIHUSI HA Pa3BU-
THE KOPHEBOM CUCTEMBI U POCT HaA3eMHOi1 yacTu 10-AHEeBHBIX PACTEHUI — BO3MOXHO, U3-3a CHUXKEHHOM
CIMOCOOHOCTH K KOJIOHM3AIIMU KOPHEN IMTPOPOCTKOB IMIIIEHUIIBI, THKYOUPYEeMbIX B JKUIKO# cpene. [To-Bu-
IUMOMY, aJIKUJITUAPOIEPOKCUIPENYKTa3a CyllIeCTBEHHA JJ1s1 60Jiee YCIIeIIIHOTO MPOTUBOCTOSTHUS a30CTIH -
PWIT pa3HOOOPa3HBIM CTpPeccaM M ISl TIPOSIBIICHUST CTUMYJIMPYIOIIEH POCT pacTeHUIl aKTUBHOCTU 3THUX
OaKTepUii.

KioueBble ciaoBa: Azospirillum brasilense, AhpC, ankuiaruaporiepoKcuapenykrasa, OMOIUICHKU, YJIb-
TPaCTPYKTypa, ITOKOSIINECS (POPMBI OaKTEPHIA, YCTOMYMBOCTD K CTpeccaM, CTUMYJIMPOBAHUE POCTA PACTEHMIA

DOI: 10.31857/50026365621010110

Anbpanporeodbakrepuu Azospirillum brasilense,
obuTaronie B purochepe U UCIIOIb3yeMbIe B Kaue-
CTBe OMOYIOOpeHMIi, OKa3bIBAIOT CYIIIECTBEHHOE T10-
JIOXXUTEJIbHOE BJIUSIHUE Ha POCT PACTeHUN U UX
YCTOMYMBOCTh K HEOJIAroNpUATHBIM aOMOTUYECKUM
u OuoruvyeckuM ¢aktopam (Bashan, de-Bashan,
2010; Fibach-Paldi et al., 2012; Fukami et al., 2018).
Pactenuss BocnmpuHUMAIOT HE TOJbKO MaTOT€HHBIE,
HO U MoJie3Hble OaKTEPUU KaK MOTEHILIMATbHYIO YTPO3Yy
1 3alUIIAIOTCS OT HUX, B YACTHOCTU, C TIOMOIIIBIO ITPO-
IyKIIMY NIEPEKUCH BOIOPOJA U IPYTUX aKTUBHBIX (popM
kucinopona (APK) (Bacuibesa u coanrt., 2007). ITona-
raloT, 4YTO yCTOMYUBOCTh OaKTepUit K OKMCIUTEIbHO-
MY CTpeccy CIOCOOCTBYET YCHEIIHOM KOJIOHU3AIUU

64

nmu pacteHuii (Fukami et al., 2018). 3ammuTe KiieTok
a30CIUPUIII OT DHIOTEHHBIX U 3K30reHHBIX ADK
IIOMOTAlOT Takre (PpepMEeHThI, KaK CYIIEPOKCUIINC-
MyTa3a, KaTajasa 1 aIKWITHAPONePOKCUAPEayKTa3a
(Tarrand et al., 1978; Nuret al., 1982; Clara, Knowles,
1984; Wasim et al., 2009).

OnpenenecHHOE 3HAYEHUE UIST YCIIEIIHOTO (hOpMM-
poBaHUS U (DYHKIIMOHMPOBAHUS PaCTUTEIbHO-MUK-
pOOHOIi accoLMaliiM U TIPOTUBOCTOSIHUSI OakTepuii 1
pacTeHui1 pa3IMYHBIM a0MOTUYECKMM CTPeccaM MO-
KeT UMETh CITOCOOHOCTh a30CITMPMILT POPMHUPOBATH
OMOIUIEHKM Ha KOpHSIX pacTteHus-xo3sinHa (Ille-
JIyabKo 1 coaBT., 2010; Fibach-Paldi et al., 2012; Bo-
gino et al., 2013). B omomieHkax 6akTepruu 3aKJI04Ye-
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HBl B MAaTPUKC, SBJISIOIIMICS pe3epByapoOM BOIbI,
(GepMEHTOB U MUTATEJbHBIX BEIIECTB U MTPAIOIIUIA
CTPYKTYPHYIO U 3amuTHy0 poJib (Flemming, Win-
gender, 2010). MaTtpukc OMOTIIEHOK MEIJICHHO BBICHI-
XaeT, YeM IIpeloXpaHsIeT MUKPOOPTraHU3MBbI OT U3Me-
HEHUII BOOHOTO moTeHLmasna. MccnenoBaHbl COCTaB,
CTPYKTypa U (PYHKIMM OCHOBHBIX OMOIIOJIMMEPOB
MaTpuKkca OMOIUICHOK a30CITMPUIII, OOecreuynBalo-
X (pUKCcAIMIO 3peJIbIX OMOIICHOK Ha TBEPHAOM IT0-
BEPXHOCTHU U BBITIOJHSIIOLINX KAPKACHYIO (DyHKLIMIO,
CITOCOOCTBYIOIINX CO3TaHUIO B OMOIUICHKAX YCIIOBU
st pukcannm azora (Ramirez-Mata et al., 2016;
Wang et al., 2017; Illenxynpko u coast., 2018). Oxa-
pakTepu30BaH MOPQOJIOTMUYECKUN U (PYHKIIMOHATb-
HBI TOINMOP(U3M KJIETOUYHBIX (POPM B OMOIIIICHKAX
aszocrmpwit (Wang et al., 2017; Illexynpko u coaBT.,
2020). Tak, HamuMe MOKOSIIMXCS (popM B OMOTLIE-
HOYHOM MOMNYJISIHUY IOBBIIIAET YCTOMYUBOCTD K Ta-
KMM HeTraTUBHBIM BO3ICUCTBUSIM, KaK BBICYIIIMBAHNE
u okucautenbHbiit crpecc (Llemynbko M COaBT.,
2020). OgHako cBeneHUs 0 (U3UO0IOrO-0MOXUMUYEC-
CKMX MeXaHM3MaX 3allIUTHl KJIETOK OT JaHHOTO TUIIa
BO3JIEUCTBUI MMEIOT JUIb INpeABapUTEJIbHbIN Xa-
paktep (Illenynbko u coaBT., 2020). AHaIU3 cUCTEM
3aIATHI OT OKMCIUTEIBHOIO M APYTUX CTPECCOB MH-
TePECEH TaKXKe U I OCMBICIIEHUS POJIU 3TUX CUCTEM
B ajanTaluy a30CIUPUIII K CYyIIeCTBOBAaHUIO KaK B
IWHAMWYHOM IIOYBEHHOI cpelie, TaK U B aCCOLMAIINU
¢ pactenussmu (Fukami et al., 2018).

O0OBbeKTaMU HallIeTO UCCIIeIOBAHMS CTAIM aKTUBHO
uccienyeMblii ITaMm A. brasilense Sp245, crioCOOHbBI
MMPOHUKATh BHYTPbh KOPHEI U 3aCeATh MEXKKIETHUKI
MIPOBOASIIIEN CUCTEMbI U KOPHEBbIE BOJIOCKM ITTIIIEHM-
el (Baldani et al., 1983; Schloter et al., 1998), u tony-
yeHHbII HaMu paHee MyTaHT SK586 (Sheludko et al.,
1998), y KoToporo oniHO4YHas1 BCTaBKa MCKYCCTBEH-
Horo TpaHcrno3zoHa Omegon-Km HaxoguTcst B KaTa-
JMTHIecKoM cyobennauile C alKUJITHIpoOnepOKCUI -
penykTassl (AhpC) — ogHOTO U3 (PEpMEHTOB 3aLLUTHI
ot AD®K (Poole, Ellis, 1996; Wasim et al., 2009). Pa-
Hee OBIITO TTOKa3aHo, 9yTo mHakTuBanusg AhpC y My-
tanTa SK586 mpuBena K MHOXECTBEHHBIM (DEHOTH-
MAYECKUM U3MEHEHUSIM, BKIIOUAsT KITYTUKOBaHUE U
MOABIKHOCTh GaKTepHii, MOP(MOJIOTHIO KOJIOHUI U
CBOMCTBA KJICTOYHOM IMOBEPXHOCTU, CITOCOOHOCTh KJle-
ToK K arperaunu (Scheludko et al., 1998; Wasim et al.,
2009).

Ha nam B3rsin, 6uoruienku ahp C mytanta SK586
MOTJIM CTaTh MHTEPECHBIM OOBEKTOM IJIsI aHajlu3a
BO3MOXKHOTO BKJIaJa aJIKWJITUAPOIEPOKCUAPENYKTA~
36l B ajanTalyio OWOILUICHOYHOM IOMYJISILIUU a30-
COUPUJLT K OKUCIUTEBHOMY U IpyruM cTpeccam. K
MPUMEPY, U3BECTHO, YTO Y psiga GaKTepuil B YCIIOBU-
ax TeroBoro moka AhpC BEITTONHSAET (PYHKIINN II1a-
TIepoHa U IpeAoTBpalliaeT arperaiuio o6eakos (Lee et al.,
2016; Kamariah et al., 2018).

Llenpio maHHOI pabOThI SIBUJIOCH MCCIEAOBaHUE
dopMUpOBaHUS OMOIJIEHOK KyJIbTypaMU INTaMMa

MUKPOBMOJIOTUA TtomMm 90 Nel 2021

A. brasilense Sp245 n ero nacepuuoHHOro ahpC My-
taHTa SK586, xapakTepucTKa YyCTOMYMBOCTA OUOIT-
JIEHOK K HEOJaronpusiTHBIM BHEITHUM (akTopaMm. B
HaIll 3aa4y BXOIMJI aHAJIM3 BIUSHUS COCTaBa Cpe-
bl KyJBTUBUPOBAHMS Ha (popMHpOBaHUE OUOILIC-
HOK mTamMMoB Sp245 n SK586, cpaBHeHHe yCTONYIM-
BOCTU OMOIICHOYHBIX ITOITYJISIINI K OKUCIATEIbHO-
MY CTPEeCCy U BBICYILIMBAaHUIO, aHAINU3 KOJOHMU3AIUU
STUMM OAKTEPUSIMHU KOPHEM ITPOPOCTKOB MILEHULIBI
U CIIOCOOHOCTU CTUMYJIUPOBATh POCT pacTeHUI-
MapTHEPOB.

MATEPHAJIbI 1 METObI NCCIITEAOBAHUA

IIITaMMbI OaKkTepHii U MATATENbHbIE cpeapl. B padoTte
WUCTIONb30BaIM ITaMM A. brasilense Sp245 [IBPPM
219], BbiaeaeHHbIN B Bpasuinu u3 KopHei MiieHu1 bl
(Triticum sp.) (Baldani et al., 1983), u ero neekTHbII
MO XTYTUKOBaHUIO M ToaBMKHOCcTH Omegon-Km
myTtaHT SK586 (Scheludko et al., 1998), conepxaruii
BCTaBKY MCKYCCTBEHHOTO TpaHcITo3oHa Omegon-Km
(KmR) B rene ahpC xaTtanutnueckoi cyObeIMHULIBL
C anxkunrunpornepokcuapenykrassl (Wasim et al.,
2009).

BakTepun xynpTuBupoBaau npu 30°C Ha Manat-
Ho-coJieBoit cpene (MCC) (Doébereiner, Day, 1976) ¢
NH,CI (1 r/n) unu 6e3 Hero u Ha cpene Luria—Ber-
tani (LB) (Sambrook et al., 1989). I1noTHbIe 1 TTOJTY-
Kuakue cpeabl comepxanu 1.8 u 0.3% bakro arapa
cooTBeTCTBeHHO. MyTaHT SK586 KyJIbTUBUPOBAIU B
npucytcTBuM 50 MKT/MJ1 KaHamuHa (Km).

Ana;m3 ¢GopMHPOBAHHSA M MUKPOCTPYKTYpPbI OHoI-
JeHoK. HouHble (24 4; cralimoHapHasl as3a pocTa)
KYJIBTYPhl a30CIIMPUILI, BhIpallleHHBIEC ¢ aspalueii B
xkuakoi MCC ¢ NH,CI, otmbiBanu 50 MM docdar-
HbIM Oydepom (PB) (pH 7.0) 1 cycnennupoBanu 10
OlIl59,=0.05—0.10 (/= 0.5 cm) B cBexeit MCC c xJo-
puooM aMMOHUS Win 6e3 Hero. BHocunmu mo 2 mn
i 1o 0.2 MJ IOJIydeHHBIX CYCHEeH3Wi COOTBET-
CTBEHHO B CTEKJISTHHbIE MPOOUPKU U STYESHKU MOIU-
CTUPOJILHBIX IUIAHIIETOB € 96-10 IUTOCKOTOHHBIMU
JIVHKaMU 1 MHKyouposaiau 6 cyt ripu 30°C B craiuo-
HapHBIX YCJIOBUSIX. 3a 3TO BpeMsl CTaOMJIM3UPOBAIOCH
OTHOCUTEIbHOE KOJIUYECTBO OMOMACCHI B OMOIUICH-
KaxX a30CIMPWLI U 3aBepILIAIOCh UX (hOPMUPOBAHUE
(3penble OUMOIUIEHKH, OTHOCHUTEJIbHOE KOJMYECTBO
OMOMAacCHl B KOTOPBIX HE MU3MEHSIETCS IIPU yBeJInde-
HUM CPOKOB KYJbTUBUPOBAHMS B HCCJIEIOBAHHOM
BpeMeHHOM auarnasoHe ot 6 1o 11 cyt) (Illenynpko u
c0aBT., 2015). OTHOCHTEIbHOE KOJIMYECTBO OroMac-
Chl B 3peJIbIX OMOIIEHKAaX OlLIEHUBAJIU MOCPEACTBOM
OKpacKy OMOIUIEHOK KPUCTALIMYECKUM (DUOJIeTO-
BoIM (O’Toole, Kolter, 1998), kak moapobHoO onuca-
Ho B pabore Illenynpko u coasT. (2020). ®azoBo-
KOHTPAaCTHYI0 MUKPOCKOITMIO OHMOTIJICHOK U TIJIaHK-
TOHHBIX KJIETOK BBINOJHSUIM Ha mnpubope Leica
DM6000 B (“Leica Microsystems”, 'epmaHus).
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IIpuroroBieHne yJIbTPaTOHKHX Cpe30B. burorieH-
KA OCTOPOXXHO MPOMBIBAJIM U cMbIBanu 50 MM @b
(pH 7.0). CmbIBBI, comepxalline parMeHTbl OuO-
TUIEHOK, WM 24-4 TIJIaHKTOHHBIE KYJIbTYPbI U3 XU~
koit MCC c a30TOM, BEIPOCIIIHME B YCIIOBUSIX adpariuu,
ocaxnami leHTpudyrupoBanueM. I[lonydeHHbIE 006-
pasiibl OMOTUIEHOYHBIX U TIJIAHKTOHHBIX KJIETOK ITO-
3TarHo pukcupoBaau (pacTsopamu 2.5% rayrapoBo-
ro apreruna u 1% OsO,4 B 0.1 M kakogmiaTHOM Oy-
depe (pH 7.2)) n 06e3BOKMBaJIN, KaK OIMCAHO paHee
(IIenynpko u coanT., 2020). O6e3BOXEHHBIM MaTe-
puaJl 3aKidyalv B 3MOKCUAHYIO cMoily Epon 812.
Cpesbl noslyyaiu Ha yjabTpaToMe, TIepeHOCUIA Ha ce-
TOYKU U IPU HEOOXOAMMOCTH HETAaTUBHO OKpAIlIMBaIA
3% pacTBOpOM ypaHuiaueraTa B 70% criupre. YiabTpa-
TOHKME Cpe3bl MPOCMATPUBAIM B ITPOCBEUMBAIOIIEM
2JIEKTpOHHOM MuKpockorie Libra 120 (“Carl Zeiss”,
I'epmanust) ipu yckopsionieM HarpsokeHuun 120 kB.

AHaM3 BIMSIHUA NePEKNCH BOJAOPO/Ia HA JKU3HECTIO-
COOHOCTb A30CHMPWJII BBIMIOTHSUIM, KaK OMNMCAHO
Hlenynpko u coant. (2020). 3peable OMOMICHKH WA
24-4 MIaHKTOHHBIE KYJBTYPHI, BhIpallleHHBIE C a9pa-
nueit, nunkyoupoanu 18 u B 50 MM @B (pH 7.0), co-
nepxarem 0, 0.0001, 0.0005, 0.001, 0.01, 0.1 nan 1%
H,0,. ITpobupku ¢ OUOIUIEHKAMU TIPEIBAPUTEITBHO
OCTOPOKHO IIPOMBIBAJI 3TUM ke O0ydepoM, a Iocie
ero ynajgeHus BHocwiu 2.5 mi pactsopa H,O, coot-
BEeTCTBYIOIIICH KOHILIEHTpaluu. B ciyyae TIaHKTOH-
HBIX 0aKTepuii 2 MJI XXUIKUX KYJIBTYP, pa3BeIeHHbBIX 10
OIlyy, = 0.3—0.4 (/= 0.5 cm), ocaxgaiv v pecycreHIu-
poBanu B 2.5 mi pactBopa H,0,. (CycnieH3uu azocnu-
pwit ¢ Ollsy, = 0.3—0.4 comepxar (5.5 £ 0.5) x 10°
KM3HECITOCOOHBIX OakTepuit B 1 mir). YUepes 18 u yna-
Jisiu pactBop H,O0, U3 npobupok ¢ GuorieHKkamu, a
IUIAHKTOHHBIE KJIETKM OCaXKIaIn LHeHTpuQyrupoBa-
HHeM. B mipoOupkm ¢ OMOIUIEHKAMHW WMJIM OCAJIKOM
TUIAHKTOHHBIX KJIETOK BHOCWJIM MO 2.5 MJT 6€3a30Th-
croit MCC, conepxarteii 0.3% arapa. Uepes 24—48 u
MHKyOaIMM (pUKCHUPOBAIN HAIWNYNE POCTA MO I10-
BEPXHOCTBIO MOJYXKUAKOM cpeabl. OTCYTCTBUE pOCTa
CBUICTEILCTBOBAJIO O TNOEIN OaKTEpUIA.

OnpenejieHne YUCIEHHOCTH KU3HECTOCOOHBIX KJie-
TOK B OMOIIEHKAX M MX YCTOMYMBOCTH K BbICYIIMBAHHIO.
3peJible OUOTIIIEHKM OCTOPOXHO MpoMbiBain 50 MM
@b (pH 7.0). Onpenemnsiiiy KOJIMYECTBO KOJIOHNEO00-
pasytomux eauHull (KOE) B IpOMBITEIX HATUBHBIX
(He moaBepraBIINUXCs KAKUM-JIU00 BO3OSHCTBUSIM) U
cyxux buoruieHKax. B mocienHeM ciiyyae poMbIThIE
ouoruieHkHy cyuimwim npu 30°C u xpanuium ripu 37°C.
st onipenenenuss KOE B mpoOupku ¢ OMoTIeHKaMu
BHOcHM 110 2 Mu1 50 MM @B (pH 7.0), unkyoupoBaau
1 ¥ 1 cmBIBasIM OMoMaccy. brnomaccy pecycneHInpo-
Bayi B 50 MM @b (pH 7.0) u 1 MuH nucneprupoBaiu
Ha BcTpsixvBaTesie Vortex (IMpu CBETOBO MUKPOCKO-
MUY 3TUX CYCIIeH3Ul cpa3y IocJie X NOoJIyYeHus ar-
peraToB KJIETOK He HaOmomanu). M3 mojiydeHHOM
CYCIIEH3UH1 TOTOBWUJIM CEPUIO0 AECITUKPATHBIX pa3Be-
JIeHW 1 BhIceBaJIM 13 HUX 110 100 MKJI Ha MJIOTHYIO

MCC ¢ a3zoroMm. Pe3ymbTaThl ¢ y9eTOM pa3BeIeHUS
TepecuuThiBaau Ha 1 M1 cMbIBa. B KauecTBe KOHTpO-
JIST VICTTOJIB30BaJI MMPOOUPKHU, B KOTOPBIX 6 CYT MHKY-
OMpOBaIM CTEPIILHYIO IUTATEIbHYIO cpeny. Pe3ynbra-
ThI TIOBTOPHOTI'O TIPOBEPOYHOIO OKPAIIIMBAHUSI ITOBEPX-
HOCTH CTEKJIA OIIBITHBIX ITPOOMPOK ITOCJIC CMBIBAHUS U3
HUX OMOIUICHOK HE OTJIMYAICh OT KOHTPOJIbHBIX 3HA-
yeHuid 1 He npesbitany 0.04 en. Ollsy, (/ = 0.5 cm),
YTO CBUAETEILCTBOBAJIO O MOJHOTE CMbIBAHUS OMO-
MAacCHI OMOIUIEHOK.

st ompeneneHUs: IPONOJDKUTEIBHOCTA COXpa-
HEHMSI XU3HECIIOCOOHOCTH ITOKOSIIMMUCS (hopma-
MU IPOOUPKM C CYXMMHU OMOTUICHKAMHU, XpaHUBIILIE -
csa 6onee 7 cyrt, yepe3 10 mHeit, a 3aTeM KaxIble
20 nHeil 3amojHSIM 0e3a30TUCTOM MOIYKUIKOM
MCC (c 0.3% arapa) u UTHKYOUpOBaJIM IJIsT TIpOpac-
TaHUST UUCTONOAOOHBIX (Gopm azocrupwin (Ie-
JIyobKo u coanT., 2020). Yepes 24—48 4 nHKyOaumu
KM3HECITOCOOHBIE MUKPOA3POPMIILHBIE KIIETKH a30-
CIIMPWILI ACJSTCS U, TIepeMellasich B arape, (popMu-
PYIOT BUIMMYIO TJ1a30M IIOJIOCY IO ITOBEPXHOCTHLIO
Oe3a3otucToii cpeabl. Ecim ¢dopMupoBaHUS TaKoM
I10JI0CHI He Ha0II01a10Ch B TeYECHUE 7 CYT, MOJTYXKUJI-
KyI0 Cpedy M3 NpOOMPOK MNEepeHOCWIM Ha IUIOTHEIS
nuraTtesibHble cpenbl. OTCYTCTBUME pPOCTa U B 3TOM
cliyyae pacLicHUBaId KaK TMOeJIb ITOITYJISILIUH.

AHAIM3 CNOCOOHOCTH OaKTepHil K KOJOHU3AIUH
KOpHeii MPOpOCTKOB MIIEHUIIBI TPOBOMIN B COOTBET-
CTBUHU C TIPOLIEAYpPOIi, paHee MCIOJb3oBaHHOIT Ille-
JyobKo 1 coaBT. (2010) B paboTe ¢ MyTaHTaMM a30CIIH-
PWII TI0 XTYTUKOBAHUIO M MOABMXXHOCTU. CeMeHa
MSITKOI sIpoBOIl mineHuIbI copta CapaToBcKas 29,
nonydeHHble 13 BHUU cenbckoro xo3siicta FOro-
Boctoka (CapatoB, Poccust), crepuan3oBain, Npo-
palIBaii B TEYEHUE 3-X CYT U MHOKYJIMPOBAIIU, BbI-
JIepKKBasi IPOPOCTKU C IOKaYMBaHueM (25 00./MUH)
B cycrieH3uu 6axkrepuit (Ollsgy = 0.5 (/= 0.5 cm)) B
50 MM @b (pH 7.0) (Ilenympko u coastT., 2010).
HMHoKyIMpoBaHHBIE MNPOPOCTKM TIIIEHULIBI OIHO-
KpaTHO MpOMbIBaU cTepuibHbIM ®Pb 1 momernanu
HaJI CJIOEM KUAKOCTH B IIPOOUPKU, coaepxarime 10 Mt
cpenbl IJisi pacTeHMM ciedyromiero cocrana (r/mn):
KH,PO, — 4; CaCl, — 1.25; H;BO; — 0.0016; CuSO;,
-5H,0 —0.00025; MgSO,— 0.09; Na,MoO, - 2H,0 —
0.0025; KJ — 0.008; ZnSO, — 0.015; FeSO, - 7TH,0 —
0.028; aTuNneHAINaMUHTETPAYKCYCHOM KUCIOTHI TH-
HarpueBast coiib — 0.037 (pH 6.0). MHOKyMpoBaHHbBIE
pacTeHus BeIpaluBaiu eie 7 mHeii mpu 22°C u ecte-
CTBEHHOM ocBelllecHNN. Pacnipenenenue 6akTepuii n
o0Opa3oBaHVEe OMOIUIEHOK Ha MOBEPXHOCTU KOpPHEN
HCCIIeIOBAIN C MCIOJIb30BaHMEM MUKpOcKoTa Leica
DM6000 B (“Leica Microsystems”, I'epmanust). U3
HaBECOK CTEPWJIBHO OTMBITBIX KOpHeil 10-THEeBHBIX
MPOPOCTKOB TOTOBUJIM TOMOTE€HAT, B KOTOPOM OIIpe-
nensian kommaectBo KOE mocpencTBoM BEICEBOB ce-
PMIHBIX AECSITUKPATHBIX pa3BedeHUIl Ha TUIOTHYIO
MCC. HyneBoe u nepBoe pa3BeacHUE HeHTpUGYTU-
pOBaJIU, YIAJISUIY HaJIOCAIOYHYIO XKUIKOCTb, CYIITUIN

MUWKPOBUOJOTUS Ne 1
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Ta6auna 1. Poct rutaHKTOHHBIX KyAbTYp (a), 6uomacca (0) u konmdectBo KOE (B) B 3pesnbix OuorneHkax A. brasilense,
c(hopMUpPOBaHHBIX B CTEKJISTHHBIX MpoOUpKax noj xkuakoit MCC

©)
@) Oll5¢y (/= 0.5 cm) (B)
Ol (/= 0.5 cm) KPUCTAJUIMYECKOTO * Kommuectso KOE x 100
[Tamm nﬂaHKSTg((:Hme CVIILT (puonerosoro, B 1 MJI CyCIIEH3UM CMBITOM
YIIBTYD J1eCOpOMPOBAaHHOTO MOCE OroMacchl OMOIIEHKH
OKpalllMBaHUSI OMOILIEHOK
+NH,CI1 —NH,Cl +NH,CI —NH,Cl +NH,CI —NH,Cl
Sp245 0.33+0.03B| 0.14+0.034 | 0.73£0.04Bb| 0.73+0.12b 1.9£03r 1.1+0.18
SK586 036 £0.02B| 026%+0.025| 0.69+0.05b| 0.40*£0.05A| 09+0.16 0.6+0.2a

ITpumeuanue. PesynbraThl onHOakTOpHOTO AucrepcuoHHoro aHanusa (ANOVA) B kosioHKax (a) win (0) npeacTaBieHbl 3arJaBHbI-
MU OyKBaMU; pa3HBIMM OyKBaMU 0003HAYEHbI CTATUCTUYECKU 3HAYMMBIE pa3indmst MeXIy cpenHuMu. B konoHkax (a), (6) u (B) mo-
KazaHbl pe3yabraThl ANOVA, NMpoBeIeHHOTO ¢ MOC/IeI0BaTe/IbHBIM CpaBHEHUEM CPEIHMX B CTOJIOLIE U CTPOKE; pa3HbIMU OyKBaMu
0003HaYeHbl CTATUCTUYECKU 3HAaYMMbIe pa3inuusi. A, A uiu a — cpeaHue 3HaYeHUsI C HAMMEHbLIEH BEJTMYMHON.

* Buomaccy 6uoruieHKM cmbiBasiv 2 mit 50 MM @B (pH 7.0).

npu 30°C u xpanunu ripu 37°C. B atnx o6pasiax Bbl-
SIBJISIIM YCTOMYMBEIE K BBICYIIMBAHUIO KJIETKM Kak
onucaHo Bbile. KoanmyecTBo OakTepuii, BBICEBac-
MBIX C KOpHEii, TTepecUYnThIBAIM Ha OJHO pacTeHUE.
KoHTponupoBanu Hanuune MHOCTOPOHHEM MMKPO-
¢JI0pBI B TOMOTreHaTax KopHeit. O0pa3iibl, B BEICEBAX
C KOTOPBIX BCTpeYaIrCh KOJOHUU ¢ HeXapaKTepHOit
TSI a30CIIMPUILIT MOP(OJIoTHeii, OTOpaChIBAJIN.

CraTtucTuyeckas o0padoTKa pe3yabTaToB. Brimos-
HSUIM HEe MeHee TpeX He3aBUCUMBIX 9KCIIEpUMEHTOB
KakK MUHUMYM B JIBYX MOBTOpHOCTSIX. CTaTucTUUe-
CKyI0 00pabOTKy TaHHBIX TIPOBOIMIIN C UCITOJIb30Ba-
HHueM f-kputepust CTbrofgeHTa (HOBEepUTEIbHBIC MH-
TepBaJIbl JaHbI WIS 95% ypOBHS 3HAYMMOCTH) U OJI-
HO(MaAKTOPHOTO AuUcIepcuoHHOro aHammsa (ANOVA)
(mpu ypoBHe 3HauuMmocTu p < 0.05). I cratuctuye-
CKOIi 0OpabOTKM MCHOJb30BAIM MaKeT IporpaMm
Microsoft Office Excel 2010.

PE3VJIBTATBI 1 OBCYXIEHHWE

XapakTepucTHKA 3peibIX OMOILIEHOK a30CHUPHUILI.
Kaxk mmokazano B Ta6i. 1 (cTonO1ibl 0), UCKIIOYEHUE U3
MCC ucTroyHMKa CBSI3aHHOTO a30Ta MPUBOAUT K CHU-
JKeHWIO KOJIMYecTBa OMOMAacChl B 3pesibIX OMOILIEHKaX
ahpC mytanta SK586, chopMUpoBaHHBIX HA THUIPO-
¢unpHOI MOBEPXHOCTU, a B OMOIUIEHKaX IITaMMa
Sp245 oHO ocTaeTcsl Heu3MeHHBIM. OnTudeckast
IUIOTHOCTb TJIAHKTOHHBIX KYJIBTYP 3TUX ILITAMMOB,
BBIPOCILIMX ITapauIeIbHO ¢ OMOIJICHKAaMU B 0€3a30TU -
croit MCC, ycTymaeT IJI0THOCTU KYJIBTYP CO Cpelbl C
a30ToM (Tabir. 1, cToone! a). OTHOIIIEHWE TTOKa3aTesl,
XapaKTePHU3YIOIIETO KOJINYECTBO KJIETOK B TUIAHKTOH-
HbIX KyJbTypax (OIlsg, MIaHKTOHHBIX KyJIbTYp), K MO-
KazareJsito, XapakTepu3yloleMy OTHOCUTEJIbHYI0 O1Oo-
Maccy ouoruieHoK (Ollsg, Kpuctaimmueckoro duosne-
TOBOT0, IECOPOMPOBAHHOTO U3 OMOIIIIEHOK ), mox MCC
¢/6e3 NH,Cl mra 6akrepmit Sp245 1 SK586 cocrasmio,
cooTtBeTcTBeHHO, 0.5/0.210.5/0.7 (Taba. 1, cTONOLIEbI a,
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0). Takum oOpa3oMm, B YCJIOBHUSIX JUMUTA IO a30TYy
KOHTaKTUPYIOIINE ¢ TUAPOGUILHONM MOBEPXHOCTHIO
KJIETKM InTamMMa Sp245 mnepexogwad TMpeuMylle-
CTBEHHO K OMOIUIEHOYHOMY CYIIECTBOBAaHMIO, a B
ciygae mytaHTa SK586 sToro mpeanodreHust He Ha-
0J1I01aJ10Ch.

3peable OUMOIUIEHKU InTaMMa Sp245 comepKaiu
npuMmepHo B 1.8—2.1 pasza 6osbliie XKM3HECTTOCOOHBIX
0axkTepuii, 10 CPAaBHEHMIO C OMOIUIEHKAMU MyTaHTa
SK586 (tabi. 1, cTonOuUbl B), HE3aBUCUMO OT HaJIU-
yusl MUCTOYHUKA cBs3aHHOro azora B MCC. B cyc-
MEeH3UIX OMoMacChl OMOIIJIEHOK INTamMma Sp245,
CMBITBIX C MOBEPXHOCTU cTekiia, ynciao KOE Bapbu-
poBaio B Ipesenax nopsaka 10, a B ciryyae 6GUOMIEHOK
mrramMa SK586 — 10°. Bosnee Huskoe kommuectsBo KOE
COOTBETCTBOBAJIO CHIZKEHHOMY KOJIMYECTBY OIOMAaCChI
B OMOIUIEHKAaX MyTaHTa Ha CTEKJIEe ITOJ 0e3a30THCTOM
MCC (tabmn. 1, cronbubl 0, B). OqHAKO Ha TaKOM XKe TT0-
BepxHocTh B MCC ¢ NH,Cl oTHOCHTEJIBHOE KONHYE-
cTBO O6moMacchl B 6rnoruieHKax SK586 He ycrymaio
nokazaresrsiM Sp245, HO pasIuuusd B KOJIMYECTBE
KOE B GuomnjeHKax cCoOXpaHsIIoCh.

CohopmupoBaHHBIE TIOod XuUakoit cpenoit LB
6uorieHKH mraMmoB Sp245 u SKS586 comepxkanu
MPUMEPHO OAMHAKOBOE KOJIMWYECTBO OMOMAcCChl Ha
rUAPOGWILHOMN 1 THAPOodDOOHOI MOBEepXHOCTHU (pHC. 1).
Ha crexne mon MCC ¢ NH,Cl nokazatenu 6uomac-
cbl Sp245 n SK586 He oTMyanuch OT 3HAYEHUI, Xa-
pPaKTEepHBIX IS OUOIUIEHOK, C(POPMUPOBAHHBIX MO
LB. ITo cpaBHeHwmIo ¢ Sp245, myrant SK586 dhopmu-
poBajJl MeHee BbIpakeHHble OMOIUIEHKM Ha TUAPO-
dunpHOI MMoBepxHOCTU Moxd 6e3azotuctoit MCC u
Ha noauctupose nog MCC c/6e3 NH,CI (puc. 1).
CTOUT OTMETUTD, UTO Uepe3 7 CyT KyJIbTUBUPOBAHUS
pH oxpyxatomiux ouoruienku cpen LB u MCC ¢/6e3
NH,Clysennuusaincsc 7.0 1o (8.3 £ 0.1) u (9.3 £ 0.1)
COOTBETCTBEHHO. He nckioueHo, YToO MHaKTUBALIMS
reHa ahpC TipuBesa K MOBBILIEHUIO YYBCTBUTEIbHO-
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Puc. 1. Brusaue cocraBa cpensl Ha OrMoMaccy 3peiibiX OMOTUIEHOK A. brasilense, chopMUpPOBaHHBIX Ha CTeKJIe (a) 1 TMTOJIMCTU-
poute (6) moxn xuaxoii cpenoit LB (1), MCC + NH,Cl (2) miim MCC 6e3 NH,4Cl (3). O603Hauenus: Ollsg, (/= 0.5 cM) — on-
TUYECKasl TUIOTHOCTh PaCTBOpPa KPUCTALIMYECKOTO (hHOJIETOBOTO, NeCOPOMPOBAHHOIO MTOC/IE OKpalllMBaHus GuorieHoK. Oi-
HopakTOpHBIN aAucnepcuoHHbI aHanu3 (ANOVA) naHHbIX Ha naHensx (a) u (0) mocienoBaTeIbHO TTPOBOAMIINA, CPAaBHUBAS
BJIMSTHUE COCTaBa Cpelbl Ha MOKa3aTeIM KaXIoro ITaMMa, 3aTeM COMOCTaBIsis mokasaTteau Sp245 u SK586 Ha kaxmoit u3
cpeln; pa3HbIMU 3arjlaBHbIMU OyKBaMU 0003HAYeHbI CTATUCTUYECKHU 3HAUMMBbIEe pa3inuusi; A U A — cpelHue 3HaueHUs C Hau-

MEHBbIIIEN BETUYMHOMN.

CTM MyTaHTa K u3MmeHeHusM pH cpenbl, 4To Morio
cKa3aTbCs U Ha JKU3HECITOCOOHOCTH KJIETOK B COCTa-
Be OMoruIeHOK (Tab1. 1, cTONOLBI B).

YCToilyMBOCTh OMOILUIEHOK K  OKHCJIUTEJIbHOMY
crpeccy. Mbl OLIEHWIN BIUSTHUE IIEPEKHICHU BOAOPOIa
B Ka4eCTBE areHTa OKUCIUTEIBHOTO CTpecca Ha XX13-
HECITOCOOHOCTh OaKTEpUii N3 IMJIAHKTOHHBIX KYJIBTYD
B CTalIMOHAPHOM (a3e pocTa MiIN U3 3PEITbIX OMOTIIe-
HOK. B 0TCyTCTBME UCTOYHMKOB yrIiepoaa 1 a3ota (B
50 MM ®B; pH 7.0) tutaHKTOHHBIE KYILTYPhI Sp245 co-
XpaHsUIM Ku3HecrnocodHocTh B mpucyrctBuu 0.001%
H,0,, a kynsrypst SK586 — B mipucyrctBum 0.0005%
H,0,. MUK nepekucu Bogopona 1jisi pOAUTEIbCKO-
ro ¥ MYTaHTHOTO IITAaMMOB pazindainch B 10 pa3
(Tab. 2, croyibelr a). DTU JTaHHBIE COTJIACYIOTCS C pe-
3yJIbTaTaMy IIPOBEACHHOIO paHee CPpaBHEHUS YCTOM -
YUBOCTH K ajkuinepokcuaam u H,O, minaHKTOHHBIX
KyabTyp Sp245 u SK586, akTUBHO poOCIINX B MUHU-
MaJibHOI1 1 6orartoii cpenax (Wasim et al., 2009).

B HaTUBHBIX 3pebIX OGUOIUIEHKAX YCTOMYHBOCTD
a30CIMPUIUT K OKHUCIIMTEIILHOMY CTpeccy Bo3pacra-
ga. MUK 0.1% H,0, mist ocobeit U3 OGMOIUIEHOK
Sp245 He 3aBucesla OT HaJIWM4UsI a30Ta B cpele
(tabn. 2, cronousl 6). B MCC ¢ NH,CI ycroituu-
BOCTb K TIEPEKHUCH BOIOPOIA KIETOK M3 OMOTIIIEHOK

myraHTta SK586 He omimyanach OT IToKa3aTejeil
Sp245, no B MCC 6e3 azota MUK nepekncu Boao-
pona mist SK586 cHukanack Ha MopsaokK (Tabi. 2,
cronbubpl 6). TakuM o6pa3zoMm, mOpeanoaaracMblid
Bki1ag AhpC B amanrauuio a3oCuMpwl K BO3Aeii-
CTBUIO BHEIIHUX (DPAKTOPOB OKUCIUTEILHOTO CTPEC-
ca HauboJjiee 3aMeTeH He TOJbKO MpU AehULIUTE UC-
TouHUKa yriepoaa (Wasim et al., 2009), HO 1 B ycIio-
BUSIX AedulMTa a30Ta (IaHHas paboTa).

BimsHre OKMCJIUTEIHHOTO CTPECCa HAa JKH3HECHO-
COOHOCTDb YCTOWYMBBIX K BBICYIIMBAHMIO MOKOSIIUXCS
¢opm OGMomieHoK. BoikrBaHNIO OUOTIJIEHOYHBIX T10-
MY a30CTTUPWIUT B YCIOBHSIX OKUCIUTETBHOTO
cTpecca crocoocTByeT (POpMUPOBaAHUE TTOKOSIIITINXCS
dopm (Ienyapko u coat., 2020). s moaydeHUs
TOKOSIITIXCST (hOpM OMOTIICHKY OBUIM BHICYIIICHBI TIPU
30°C u 3ai0xeHbl Ha xpaHeHue rpu 37°C (onTuMab-
Hasl TeMreparypa Iisl KyJbTUBUpoBaHusI A. brasilense
(Tarrand et al. 1978)). YUepe3 7 cyT XpaHEeHUSI MaKCH-
ManbHag uuciaeHHocTs 10° KOE coxpassiiach B
6uorenkax Sp245. B ciydae mytanTa SK586 xonu-
yectBo KOE cocrasnsuio 10% (ta6n. 3). B 6uorieH-
Kax Sp245 xm3HecrmocoOHbBIe (DOPMBI COXPaHSIIUCH
nocie 9 Mec. XpaHeHUsI CyX1X 00pa3lioB. Y CTOMYMBBIE
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Tabauna 2. YcToiYMBOCTh K OKUCITUTEILHOMY CTpeccy 24-4 TUIaHKTOHHBIX KYJbTYp (a) U 3pesibIX OMOTIIIEHOK A. brasi-
lense (6 1 B), copMUPOBaHHBIX B CTEKJISTHHBIX IpOoOMpKax 1o xkuakoit MCC

* Hanuuue 6akTepraabHOrO pocTa MOJ TOJMLIEH MOJTy>KUAKON cpelbl ocie nHKybauuu B pactsope H,0,
Ilram Hﬂaﬂliiz)l—lﬂble ©) ()
M Hatusnbie ouorienku uz MCC ** Cyxue ouomneHku uz MCC
KyJbTYphI U3
MCC + NH,Cl +NH,CI —NH,Cl1 +NH,CI —NH,Cl1
H,0,, %
0.0005| 0.001 | 0.01 |0.001 | 0.01 | 0.1 [0.001| 0.01 | 0.1 |0.001| 0.01 | 0.1 {0.0001|0.001|0.01] 0.1
Sp245 | + + - + + - + + — + — — + + | - | -
SK586 | + — — + + — + — — + — — + — — | =

ITpumeuanue. B ciyyae riaHKTOHHBIX KYJBTYp (2) M OMOTIJIEHOK (0, B) pe3yJibTaThl BOCIIPOU3BEACHBI B 7 M 5 HE3aBUCHUMBIX SKCIIepU-
MEHTaX COOTBETCTBEHHO.

* TITaHKTOHHBIE KyJIBTYPBI WM 6uoruieHKy rocie 18 4 naky6aunu ¢ H,O, 48 1 xynsrusupoBaim B MCC c 0.3% arapa 6e3 uctod-
HUMKa CBSI3aHHOTO a30Ta. [11aHKTOHHBIE KYJIBTYpbI (2) U HATUBHBIE OMorieHKU (6) conepxxanu He MeHee 10” KOE B 1 M1 cycrieH3uun
(cMm. MaTepualibl 1 MeTOABI McciaenoBaHus 1 Tab. 1); koaudectBo KOE B cyxux 6uorieHKax (B) mpuBeaeHO B Ta0JI. 3.

** buoruteHku (0) BeICyIIIn 1 xpaHuiu 7 ¢yt npu 37°C.

Ta6auna 3. BiausiHue MpoaoKUTeIbHOCTU XpaHeHus rpu 37°C Ha KU3HECIIOCOOHOCTh A. brasilense B Cyxux 3peibIX
OuorIeHKax

a
*KOE B 1 mn c;cz'[eHslxm CMBITOM ©)
** Hajnmuue 6akTepraaIbHOTO POCTa MO/ MOBEPXHOCTHIO MOTYKUIKOM

GHMOMAaCCHI CyXUX OMOITJICHOK,
cpenbl TIpU KyJIbTUBMPOBAHUU CyXuXx 6uoruieHok n3 MCC
XPaHUBIIUXCS 7 CYT

HItamm
+NH,Cl —NH,Cl

+NH,4CI —NH,CI XpaHeHue cyxux 6UoruIeHoK rpu 37°C, cyT
7 17 37 127 | 277 7 17 37 127 | 277

Sp245 | (24+0.4)x10° | (5.7£0.7)x 103 | + + + + + - + + + +
SK586 |(1.3+£0.04) x 10 | (1.6+0.1) x10* | + + - - - + + - - —

* buomaccy 6uoruteHKu cMbiBasiv 2 M 50 MM @B (pH 7.0).
** Cyxue onoruieHKr nHKyoupoBain 48 4 B MCC ¢ 0.3% arapa 6e3 MCTOYHMKA CBSI3aHHOTO a30Ta. Pe3y/ibTaThl BOCIIPOM3BEAEHBI B 3-X
HE3aBUCUMBbIX 9KCIIEpUMEHTAaX.

K BBICYILIMBaHUIO (hopMbI 13 brorieHoK SK586 coxpa- VAbTpacTpyKTypa KJIETOK B COCTaBe OHOILIEHOK.
HSUIM >KM3HECTIOCOOHOCTh MEeHee Mecsiia (Tadm. 3). AHanmu3 yabTPACTPYKTYPhl IIJITAHKTOHHBIX KJIETOK
mrtaMMoB Sp245 u SK586 u3 24-4 XKUIKUX KYJIbTYD,
Hokosmmecst bopmbl Sp245 B CyxmX OMOIUICHKAX  gpipociumx npu nepemewmpanin B MCC ¢ a3oToM,
COXPaHSUIN KU3HECTIOCOOHOCTD TOCIIe MHKYOAINK € MokaszaJjl, UTo BereTaTuBHbIe KJIeTKM (B-KjieTku) s1B-
0.001% H,0,, a MUK H,0, coctaBisiia Wisk HUX  jgjorcs BUOpPHMOHAMU C MUHUMAJIbHBIM KOJIMYECTBOM
0.01%, kak v [0Sl TUIAHKTOHHBIX KYIbTYp (Tabi. 2,  BKJIIOYEHMIA, KOTOpBIE, KaK COOOLIAETCSI, MOTYT SIB-
croibell B). B 6uomnenkax us MCC ¢ a30TOM NOKO-  JIAThCA rpaHyjiamMu noauruapokcuoyrtupara (I1I'B)
amuecst popmbl SK586 mMenu cxomnyio ¢ Sp245  (Bergetal., 1980). ToHKMIt ClIOi KaIICyJIbl TECHO CBSI-
YCTOMYMBOCTD K IEPEKMCH Bomopoaa (Tabi. 2, CTola- 3aH C JIUIIONOJKUCAXapuIoOM Hapy>KHOH MeMOpaHbI
Oell B), IPEBBILIABIIYIO YCTONYMBOCTD INIAHKTOHHBIX  KJIETOK. Takke BCTpe4aroTCsl KIIETKU, JIMILIEHHBIE BbI-
KJIETOK MyTaHTa. JIas rmokosimmxcss GopM MyTaHTa PaXEHHON Karcyibl. B momynsuuu IiaHKTOHHBIX
u3 6e3azotucroit MCC MUK nepekucu Bogopona  KJIETOK a30CHUPUILIT ITPUCYTCTBYIOT OEJIAIINECA OCO-
cHrxanack 10 0.001%. Takum o6pa3om, 1o cpaBHe- ~ OU W JUIMHHbBIE KiIeTKU ([1-KineTku).
HUIO CO IITaMMOM Sp245, NIpU KYJIbTUBHPOBaHUN B CpaBHEHHUE YIBTPATOHKMX CPE30B GHOIIEHOK
MCC 6e3 azora nokositiuecst popmbl 1 OUOTIIEHKU  Sp245 n SK586 mokasaso, uTo A1 060uX TaMMOB
MyTaHTa SK586 obu1u Gostee YYBCTBUTECJIbHBIMU K HE- XapakTepeH Bpra)KCHHLIﬁ ]'[()J‘[I/IM()p(bI/[3M pasMmepa u
raTuBHOMY BozaeiicTsuio H,0,. (OPMBI KJIETOK, HE3ABMCUMO OT HATMYMSI CBA3aHHOTO
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a3oTa B cpene KyabTuBupoBaHus (puc. 2). Ha cpesax
OMOIIJICHOK OOHapyXuBaJMch B-kietku, n-KieTku u
KJIETKU SIALIEBUAHON (pOpMBI (pHC. 2) CPeTHUX U OOJIb-
X pa3MepoB — mucrononooHbie popmel (LIIT-dop-
MbI), KOTOpPbIE OIMCAHBI B CTAPbIX KYJBTypax a30-
CIIMPWJII, B YACTHOCTH, B cpejie 0€3 MICTOYHNKA CBSI-
3aHHoTO a3oTa (Berg et al., 1980). Yactp n-kieTok
MOKPHITA BEIpasKeHHBIM BHEIITHUM cyioeM (puc. 2). B
OMOIUICHKAX OBLIM TaKXKE BBISIBJICHBI JIN3POBAaHHEIC
KeTku. Hanuuue GakTepuii ¢ IIpu3HaKaMu paspy-
LIEHUS] YACTUYHO OOBSICHSIJIO OTCYTCTBUE 3aBUCUMO-
CTU MEXIY KOJIMYEeCTBAMU OMOMACChl OMOIUIEHOK U
KOE; Heobxonmmo Takske YIMTHIBaTh, YTO M MaTPUKC
OMOIUIEHOK BHOCUT BKJald B 0OOlllee KOJMYECTBO OMO-
Macchl. Kpucraumdeckuii (hMOJIETOBBIN, MCHOJIB30-
BaHHBIM HAMU IIJIST OTPEIE/IeHNsI OTHOCUTEIBHOTO KO-
JIM4ecTBa OMoMacchl B OMOIUIEHKAX, OKpaIllBaeT Kak
JKUBBIE I MEPTBBIE KJIETKH, TaK Y BHEKJIETOUHBII MaT-
pukc (O’Toole, Kolter, 1998; IlnmakyHOB M COaBT.,
2016; Lllenynbko u coasT., 2018).

OnpenesieHue YNCJIEHHOCTH OaKTepHii, aacopoupy-
oIUxca 1 popMUPYIOIUX OUOIIEHKN HA KOPHSIX NMPO-
pocTKoB mmenunbl. HauanbHble aTarnbl KOJTOHU3AUY
A30CIMpPUIITIaMU KOPHEBOI CUCTEMBbI PACTEHU 3aBUCST
OT CITOCOOHOCTU OaKTepuii MepeMelaThbes 1o Harpas-
JIEHUIO K KOpHSIM pacTeHus. JlaHHOe OOCTOSITENIbCTBO
00YCJI0BIJIO BBIOOP CITIOCO0a MHOKYJISILIMY (C TTOKaYBa-
HUEM HWHKYOAlIMOHHBIX COCYIOB), OOECIeYMBAIOIIIMX
LLITAMMY JIMKOT'O TUIIA M €70 MYTaHTY ¢ AeheKTaMu B T10-
JBWDKHOCTM PaBHBIE IIAHCHI HA KOHTAKT C TTOBEPXHO-
cteio KopHs (Ilexynpko n coasrt., 2010). KomaectBo
KIIeTOK A. brasilense, MpUKpEeNTMBIIMXCS K KOPHSIM, CTa-
OWUIM3UPOBAIOCH B T€YeHUE 3 4 MHKYOAIIMM CYCIIEH3UU
0akTepuii ¢ TPEXCYTOUYHBIMU MPOPOCTKAMM TMIIIEHULIBI.
KommuectBo amcopOmpoBaBIIMXCST KIIETOK Sp245 m
SK 586 BapbrpoBaiio B Ipenesiax nopsaka 107 u cocras-
JISUIO, COOTBETCTBEHHO, (2.0 + 0.2) X 107 1 (1.2 + 0.1) %
x 10" KOE/pacreHue.

VYke yepe3 24—48 4 11ocie MHOKYJISILAM pacTeHUI
KJIeTKU TaMMoB Sp245 n SK586 oGHapy:XKMBaIuCh
Ha KOPHSIX B BUJIE arperatoB Hapsiay ¢ paBHOMEPHO
pacnpenelieHHbBIMU oco0siMu. Ha miecTeie—cenbmbie
CYTKM arperaThbl KJIETOK 3THX IIITAMMOB, 00Opa3ylo-
1e OMOIIEHKY, (DOPMUPOBAIU CKOILJICHUSI Ha I10-
BEPXHOCTH KOPHEM MpOpocTKOB (puc. 3). buomieH-
KM pacroJjarajimch He paBHOMEPHO 110 BCEMY KOPHIO,
a, MPeuMYIIeCTBEHHO, B 30HaX BCAaChIBaHUS U Bep-
XyIIKA KOpHs. bakrepuanbHbIe CKOIUICHUSI HaOII0-
JIaJICh Y MECT COSIMHEHUST KOPHEBBIX BOJOCKOB C
MOBEPXHOCTHIO KOPHSI, HA KOHYMKE KOPHEBOI'O BO-
JIOCKA; BCTPEYaJINCh 1 KOPHEBBIE BOJIOCKH, 3aCeeH-
HBIe OaKTepHUsIMUA BIOJb Bceil TToBepxHOCTH. YncieH-
HocTb GakTepuii SK586, 00UTaBILIMX B KOPHEBOIA CHCTE-
M€ IPOPOCTKOB IIIIEHUIIBI, IOCIe 7 CYyT MHKYyOaluu
Ha MMOPSIIOK YCTyITaja YNCJIIEHHOCTH OakTepuit Sp245
(tabn. 4, cronbew a). IIpy MUKPOCKOIIMM CTEIIEHb
BBIPaXKEHHOCTH OMOIUIEHOK Ha ITOBEPXHOCTU KOPHSI
B CJIy4yae ABYX IITAMMOB COIJIaCOBAJIaCh C YMCJICHHO-

CTBIO GaKTepHii, 3aCEIUBIITNX KOPHEBYIO CUCTEMY K
7 CyT KyJIbTUBUPOBAHUS: CM., HallpuMmep, B Taoid. 4
(cTonbell B) MPOLEHT KOPHEBBIX BOJOCKOB C 1IANOY-
KaMu u3 Oakrepuit (puc. 3). OTMeTHUM, YTO IIPU BBI-
palMBaHUM PACTEHU B TTOJY:KUIKOM arape Apyrum
aBTOpaM He YIaJIOCh BEISIBUTh M3MEHEHHI B CITOCO0-
Hoctu ahpC myTtaHTa SKS586 KONIOHM3MPOBATH ITO-
BEPXHOCTh KOpPHEH MPOPOCTKOB miieHubl (Wasim
et al., 2009). BeposiTHO, B MUKpoa3pOoGUIbHBIX
YCIOBUSIX, SIBIIIOMIMNXCS ONTUMAIBHBIMU IJIST a30-
criupuiti (Elmas et al., 2019), kinetku mytanTta SK586
JIerdye amanTUPYIOTCS K CYIIECTBOBAaHUIO B KOPHEBOM
cucreme pacteHuii (Wasim et al., 2009).

HMccnenoBaHa YMCIEHHOCTb YCTOMUMBBIX K BBICY-
IIWBaHUIO KJIeTOK Sp245 u SK586, 3acemuBIIIMX KOp-
HHU IIPOPOCTKOB. JIsT moJrydeHIST MOKOSIIIXCsT GOpM
roMOreHaThl MHOKYJIUPOBAHHBIX KOpPHEil ObLIN BbI-
cymrensl 1pu 30°C u 3aj0KeHBI Ha XpaHEHUE IIpU
37°C. OOpas3ibl KOpHEI, MTHOKYJIUPOBAaHHBIX Sp245,
6e3 BeicymmBaHus copepxanu 107 KOE, yepes 7 cyT
XpaHeHUs cyxux oopa3ion kKoindecTtBo KOE cHmka-
s0c¢hk 10 10° (tabu. 4, cronbew a, 6). B ciyyae myranTa
SK586 konnuectBo KOE 6€e3 BoicylmMBaHus o6pas-
1oB cocTasisio 106, a B cyxux npo6ax — 10* (ta6u1. 4,
cToibelr a, 0).

Jas 6uoTuIeHOK, cOPMHUPOBAHHEBIX HA aOMOTH-
yeckoii nmoBepxHoctH mog MCC, Habmonanachk 6oJjee
BbIPaXKEHHAsT TEHICHLIMS CHIDKEHUSI YHMCICHHOCTU
KJIETOK B CyXMX oOpa3siiaX. Tak, B CBIPBIX OMOIUICHKAX
Sp245/SK586 comepxanocy 10°/10° KOE, a cyxue
OGUMOIUIEHKHU 5TUX ITaMMOB conepxanu 10°/10> KOE
(tabn. 1 u 3). BeposaiTHO, y azocnupuuI, agarTupo-
BaBILMXCSI K KOPHEBOM CHUCTEME pacTeHUi, (popMu-
pyeTcst GoJbllle KIIETOUYHBIX (DOPM, YCTOMYUBEIX K
BBICYIIMBAaHUIO (MJIM B 3TUX YCIOBUSIX MOTECHLIMAI
YCTOMUYMBOCTH KJIETOK K JAaHHOMY BUIY CTpecca BO3-
pacTaer), 0 CpaBHEHUIO ¢ GaKTepUSIMU M3 OHOILIe-
HOK, c()OpMHPOBABIIMXCS B AOMOTUUYECKUX YCIOBU-
ax — Ha ctekire mog MCC.

HNuoxkynauuys mrammamu Sp245 n SK586 no-pas-
HOMY CKa3bIBajlach Ha MOpP(MOMETPpUISCKUX MTOoKa3a-
TEJISIX IPOPOCTKOB IMIIIeHUIEI (TabJ1. 4, CTOJIOLBI T, IT).
Nuokynaonsg mramMmmMoM Sp245 ctuMyIpoBalia pas-
BUTHE KOPHEBOI CHUCTEMBI IMPOPOCTKOB U TTOJIOXMU-
TEJILHO BIIMSIJIa HA IJIMHY Haa3eMHOM yacTu (Tadir. 4,
CTOJIOLBI T, €). B ciygae pacteHuii, ”THOKYIMPOBaH-
HeiX SK586, momo6Hble 3¢ dEKTh OTCYTCTBOBAIU,
YTO MOXHO OOBSICHUTHh KaK HU3KOM YMCICHHOCTBIO
OaxkTepuii, OOUTAIOIIMX Ha KOPHSIX pacTeHUI, TaK U
ITOBBIIIEHHOI YYBCTBUTEJILHOCTBIO KJIETOK MyTaHTa
K OKHUCJIUTEJIbHOMY CTPECCY, BBI3BAHHON WHAKTUBA-
nueii reHa ahpC.

Takum oGpa3oMm, y ahpC MyTtaHTa OaKTepuu

A. brasilense Sp245 cHmxeHa 3¢p(GEeKTUBHOCTE (hop-
MUPOBaHUS OMOIICHOK B YCIIOBUSIX IMMUTA T10 a30TY
U TIPY KOJIOHU3AIUY KOPHEM IMPOPOCTKOB MILIEHULIBI,
a KJIETKM MyTaHTa B COCTaBe OUOIIJICHOK C aOUOTUYe-
CKOM M OMOTMYECKOI MMOBEPXHOCTEH 00JTanaau CHU-
MHWKPOBUOJIOTUS Ne 1

ToM 90 2021
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Puc. 2. TTpocBeunBaolas 3JeKTPOHHAsE MUKPOCKOITHS YJIBTPATOHKUX CPE30B KIETOK A. brasilense Sp245 (a) u SK586 (6) u3
(parMeHTOB 3pebIX OMOIUIEHOK, chopMupoBaHHbIX ox kuakoit MCC ¢ NH4CI (1, 3, 4) wim 6e3 cBa3aHHOrO asora (2, 5).
MacmrabHas mHeiika cootBeTcTByeT 1 MKM. B — “B-xnerkn”, I — “n-knetku”, LIIT — “LIIT-dbopmer”, (TIr6) — mMoauTmUI-

POKCHOYTHpAT.

JKEHHOI X13HeCIocoOHOCThIO. [1pu OTCYTCTBUM CY-
IIECTBEHHBIX Mopdonorndyeckux pazmaumii  1I1-
KJeToK Sp245 n SK586 yncieHHOCTh YCTOMYHUBEIX K
BBICYIITMBAHUIO MTOKOSIIIMXCS (POPM MyTaHTa yCTyITa-
Jla TAKOBOM Yy POAUTEIBCKOTO 1ITaMMa. Y CTOMYUBEIC
K BBICYyIIMBaHUIO (hOpMBI B OMOILIEHKax Sp245 co-

MHUKPOBMOJIOTUA Ne 1

ToM 90 2021

XPaHSUJIU )KU3HECTTIOCOOHOCTD MOcye 9 Mec. XpaHEeHUs
cyxux o6pasioB, a B 6uorieHkax SK586 xxu3Hecro-
COOHOCTh TaKuX (hOPM COXpaHsJIach MEHee Mecslia.
TMo-Bumnmomy, orcyrcrere AhpC y myranta SK586
YCWJIMBAJIO BIIMSTHUE CTpecca, 00yCIOBISHHOTO BbI-
CyllIMBaHMEM OuOIIeHOK. Bo3aMoxHO, B mporecce
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Puc. 3. ITpocBeunBaloliiasi CBeToBasi MUKPOCKOITHST KOpHeit 10-THEBHBIX MPOPOCTKOB IMIIIEHULIbI Yepe3 7 THEl MMocje NHOKY-
JISIUMM KyJabTypamu A. brasilense Sp245 (a) u SK586 (6). MaciutabHast IMHeKa COOTBETCTBYET 10 MKM.

MpopacTaHUusl CyXux MOKOSIIUXCS (pOPM aKTUBHOCTD
AhpC no3Bosnsuia 6aKTepusiM, CTAJIKMBAIOIIMCS CO
CTPECCOPHBIMU (paKTOpaMM, MpPeoaoJieBaTb WX Hera-
TUBHOE BIUsSHUE. MyTaHTHBIN 1LITAMM, aJalTUPOBaB-
IIMICSI B KOPHEBOI CHCTEME MPOPOCTKOB IMILIEHUIIBI,
dopMupoBal MeHbIlIe, YeM Sp245, KIeTOUYHBIX (POpM,
YCTOMYMBBIX K BBICYLIMBaHU0. OMHAKO B TOMYJISILIM -
sIX 000MX IITAMMOB B YCJIOBUSIX in planta (opmupo-
BaJIOCh OOJIbllI€ YCTOMYMBBIX K BBICYIIIMBAHUIO KJIE-
TOK, YeM B OUOTIJIEHKaX Ha a0MOTUYECKOI MOBEPXHO-
ctu (mox xunkoii MCM Ha cTekie).

MHOKyYISILMS TPOPOCTKOB MIIEHUIIBI KYJIbTypOit
mramma A. brasilense Sp245 cTuMynupoBajia pa3BUTHE
KOPHEBOM CHCTEMBI TIPOPOCTKOB U ITOJOXUTEIHLHO
BIIMSIIA HA JUIMHY HAI3EMHOM YacTH; HO B CJTyJae pacTe-
HUIA, MTHOKYJIMPOBAaHHBIX MyTaHTOM SK586, omo6HbIe
adekThl oTcyrcTBoBaNu. BoamoxHo, AhpC crnoco6-
CTByeT OoJiee YCMEUIHOM aganTalu a30CIUPUILIT K
CYIIECTBOBAHMIO B aCCOLIMALIMKM C PACTEHUSIMH U
MPOSIBJICHUIO CTUMYJIUPYIOIIEH POCT pacTeHMid aK-
TUBHOCTH 3TUX Oakrtepuii. CiaenyeTr OTMETUTh, UTO
AhpC oTBeyaer 3a ynajgeHue He Toibko H,O,, HO u
IpYyTUX opraHmyeckux nepokcumon (Wasim et al.,
2009), a Takxke MOXKET 3alIUIIaTh OJIKA P TEeILIO-

BoM moke (Lee et al., 2016; Kamariah et al., 2018) u,
BO3MOXHO, TIPU APYTMX CTPECCAX.

AzocrmpuiIibl CTOCOOHBI (POPMUPOBATH OMOTICH-
KM KaK CaMOCTOSITeJIbHO, TAK M COBMECTHO C IPYTUMU
MUKpPOOpPTaHM3MaMHK, HaIpuMep, C OaKTepUsIMMU,
OCYLIECTBISIONIMMU OYMCTKY CTOYHBIX Boa (Gomez-
Villalba et al., 2006). B cocTaBe MYyJIbTUBHIOBBIX
OMOIUICHOK WICHBI COOOIIeCTBa MOTYT OKAa3bIBaTh
B3aMMHbIE KaK 3alllUTHbIE, TaK ¥ aHTarOHUCTUYE-
ckue BosaeiictBus (HoxeBHMKOBa M coaBT., 2015).
OueBUIHO, a30COUPWIUILI B TaKMX IUIEHKax OymyT
CTaJIKMBaTbCsI C KOHKYPEHIIME 32 pOCTOBbIE (DAaKTO-
pHl U ¢ u3MeHeHUeM pH, a BIusiHUE Ha UX TTOMYJIsI-
IIMI0 OKMCIIMTEIBHOIO CTpecca, 00yCIIOBJIEHHOTIO H-
nmoreHHsiM H,O, u/wimm IpyruMu opraHUIeCKUMMU Tie-
poKcuaaMM, MOXET yCcUiuBaTbcs. B maHHOU padote
BBISIBJICHO, UTO MHAKTUBALMsI TeHa akpC COIpoBOXKIa-
JIach CHMDKEHHMEM YCTOMYMBOCTH OMOIIJICHOYHOM ITO-
MyJISILUY a30CTTUPUIIIT HEe TOJBKO K OKUCIUTEbHOMY
CTpeccy, HO U K HEIOCTAaTKY POCTOBBIX (DaKTOPOB, U3-
MeHeHuo pH cpensl ¥ BBICYIIMBAHUIO, W BIUSUIA HA
cBoiicTBa mokosiuxcss dopMm. Ilo-Buagumomy, ai-
KWJITUAPOIIEPOKCUIPENYKTa3a MOXET y4aCTBOBaTh B
oOecIieyeHUU aganTUBHBIX OTBETOB A. brasilense Ha

MUKPOBHOJIOTUA Ttom 90 Nel 2021
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Taoauna 4. XapakrepucTuku 10-cyTOYHBIX TTPOPOCTKOB MIIIEHUIIBI Yepe3 7 CYT Mocie MHOKYJISILIMY GakTepusimMu A. bra-

silense*
IIpopocTtok nociie 7-Mu AHEl KyJIbTUBUPOBaHUS C OaKTepUSIMU
(a) ©) (8) KOpHCBES:I)CI/ICTeMa
x 103 K
Mt | KOEx 107, | B0 0 e 0
BbICEBaCMbIC . nedopmu- Hnnna
13 KOPHEBOJ W3 CyXHMX KOpHeEii, |C mgnquaMuH pOBaHHBIE |pa3BeTBJICHHBIE| UIMHA moGera, MM
CHCTEMbI XPaHUBIINXCA | M3 DAKTCPUHI, |y peppre KOpHHU, % | KOpHSI, MM
7 eyt % BOJIOCKH, %
K** 0 0 0 16.3£1.6a 39.0+£25A [30.6X19A4|119.7+47A4
Sp245 1.0+ 0.1 1.5£0.2 496+396 | 39.3+23¢ 56.8+33b (279+1.7A4|1385+4.05F
SK586 0.1 £0.04 0.5+ 0.06 386t45a | 274+496 33.6E55A (285+64A4|111.2+18.4A4

TTpumeuanue. [IprBeneHbl pe3yabTaThl 5 HE3aBUCUMBIX 9KCIIEPUMEHTOB, B KaXKIOM U3 KOTOPBIX UCITOIb30Ban He MeHee 10 pacte-
Huit. OgHodakTopHbIi AucriepcuoHHbIi aHau3 (ANOVA) B KosioHKax (B), (I) wiu (1) MTpOBOAWJIY, CPaBHUBAsI CPEIHUE B CTOJIOLE.
Pa3nbiMu 6ykBaMu 0003HAUY€HBI CTATUCTUYECKY 3HAUMMBbIE pas3inuus. A, A, a WM @ — CpeTHUe 3HaUeHMsI C HAMMEHbIIIEH BeIMYMHON.

* J1711 MTHOKYJISIIMHA MCITOJIB30BaIv 3-X CYyTOUYHBIE IIPOPOCTKU, KOTOPbIe 3 4 MHKYOMPOBAIM B CYCIICH3MH KJIETOK IITaMMOB Sp245 u
SK586. Yuciio Gakrepuii, ancopOMpoOBaBIIMXCSI HA KOPHsX, coctaBuiio (2.0 £ 0.2) X 107 u (1.2 £0.1) x 107 KOE, cooTBeTcTBEHHO

ITaMMYy.
** KOHTPOJIb — CTePUJIbHBIC PACTCHMUSI.

IIUPOKUI KPYT CTPECCOB, YTO, BO3MOXKHO, CIIOCO0-
CTByeT 0oJiee YCIEIIHOMY ITPUCIIOCOOIECHUIO OGUOII-
JIEHOYHOM TMOIYJISIUM a30CIUPUILIT K U3MEHEHUSIM
OKpYy:Kalollleil cpeibl, CYIIeCTBOBAHUIO B accollua-
oM C paCTCHUSAMMU U B COCTAaB€ MYJIbTUBUIOBBLIX CO-
oobmectB (Bashan, de-Bashan, 2010; Bogino et al.,
2013).
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Suppressed Biofilm Formation Efficiency and Decreased Biofilm Resistance
to Oxidative Stress and Drying in an Azospirillum brasilense ahp C Mutant
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Abstract—Azospirillum brasilense forms biofilms on various surfaces. It was previously shown that inactivation
of the ahpC gene of alkyl hydroperoxide reductase in the SK586 mutant of A. brasilense Sp245 led to an in-
creased sensitivity to peroxides and to changes in flagellation, motility, and cell surface properties. The pres-
ent work revealed that under nitrogen limitation, Sp245 switches predominantly to the biofilm mode of life,
whereas this tendency is not characteristic of the mutant SK586. Inactivation of the aspC gene negatively af-
fects the viability of SK586 in biofilms, which is most noticeable under nitrogen limitation. While no signif-
icant morphological differences were found between cyst-like forms of Sp245 and SK586, the resting mutant
forms grown in a nitrogen-free medium were more sensitive to hydrogen peroxide than the resting forms of
Sp245. In Sp245 biofilms, viable forms resistant to drying were found even after 9 months of storage, while in
SK586 biofilms, such bacteria remained viable for less than a month. In the course of adaptation to the plant
root system, the number of Azospirillum cells resistant to drying increased, as compared to the number of such
cells from mature biofilms on abiotic surfaces. Unlike Sp245, SK586 did not promote the development of the
root system and the growth of the aerial parts of 10-day-old plants, possibly owing to its lower ability to col-
onize the roots of wheat seedlings incubated in a liquid medium. Alkyl hydroperoxide reductase is probably
essential for better resistance of azospirilla to various stresses and for manifestation of their plant-growth-pro-
moting activity.

Keywords: Azospirillum brasilense, AhpC, alkyl hydroperoxide reductase, biofilms, ultrastructure, bacterial
resting forms, resistance to stress, plant growth promotion
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HccnenoBaHbl ocobeHHOCTU (hOPpMUPOBaHUS coodI1iecTBa (hochar-aKKyMyJIUPYIOIINX MUKPOOPTaHU3MOB
B JIaGOpaTOpHOM OMOpeaKTOpe MOCIenoBaTeIbHO-IIEPUOANIECKOro AeUCTBUA (sequencing batch reactor,
SBR), obecneunBamIIMM YepeaoBaHuEe a3POOHBIX U aHA3POOHBIX YCIOBU MPU MEPUOIUYESCKOM CIMBE U
nobasneHun cpenbl. bruopeakrop obecnieunBan ynaneHue 50% docdopa u3 mocTymnamomnieil cpembl yke ye-
pe3 22 cyT ¢ MOMeHTa 3anycka. MeTonaMy MUKPOCKOIIUY U PEHTIT€HOBCKOTO MUKpOaHain3a MoKa3aHo Ha-
JINYME KJIIETOK pa3HOi MOp(OoIOrnu, KOTOphIe colepkanu oboraiieHHble pochopoM rpaHyasl. MeTogom
BBICOKOIPOU3BOAUTETBHOTO CEKBEHUPOBaHMSI hparMeHTOB reHa 16S pPHK BbIsIBIeHbI U3MEHEHUS B COCTa-
Be MUKPOOHOTO COO0IIIeCTBa aKTUBHOTO MJjla B MPOLIecce ero KyJIbTUBUPOBaHMS B 6bropeakTope. [TokazaHa
cMeHa ¢opM GaKTepuii B COOOIIECTBE, CBSI3aHHAS C YBEJIMUEHEM OTHOCUTELHOTO BKJIaJa MpeacTaBuTeei
niopsinka Bacteroidetes (no 43% ot Bcex nocienoBatenbHocTel reHa 16S pPHK), a Takke npencraButeneit
KiaccoB Alpha- vt Betaproteobacteria (10 15 1 27% cooTBeTCTBEHHO). B MOMeEHT 3amycka OropeakTopa B I1o-
CEeBHOM MaTepuaje (aKTUBHBINM WJI OUMCTHBIX COOPYXKEHMI) HOJISI TUTTMIHBIX MPEICTaBUTeIeit aKTUBHOTO
wnia pochar-aKKyMyJIMPYIOIINX MUKPOOPraHU3MOB — 6akTepuii pona “Candidatus Accumulibacter” kiiac-
ca Betaproteobacteria 6pin1a HU3KoM — 0.2% OT 06111eT0 KOJMUeCTBa IocienoBaTebHocTell reHa 16S pPHK,
U OHU TOJHOCTHIO JIMMUHUPOBAIUCH U3 COODIIIECTBA B XOA€ paboThl OMopeakTopa. K MOMeHTY MakcH-
MaJIBHOTO yaajeHusT pocdopa n3 IMocTynalomnieit cpeanbl TPOr30IIUIO YBEIUUEeHUE TOJIU APYTUX TTPEICTaBH -
TeJieit aToro Kjacca — O6akrepuii ponoB Dechloromonas u Zoogloea cemeiictBa Rhodocyclaceae ¢ (0.7 no
11.1%) n (c 0.09 mo 11.5%) cootBetrcTBeHHO. [T0o-BUAMMOMY, 3DheKTBHOE ynareHne (hochaToB CBSI3aHO C
pa3BUTHEM OakTepuil cemeiicTBa Rhodocyclaceae, KoTopbie paHee HE OTHOCHJIM K TUTTMYHBIM MPEICTaBUTE -
M DAO.

KimoueBbie cioBa: hochaT-aKKyMyIUPYIOLIME OPraHM3MBbl, aKTUBHBINA I, OaKTEpUU ¢ IMKINIECKIM TH-
nmomM MetaboJiM3Ma, BOJIOTUHOBBIE TPaHYJbl, cemeiicTBo Rhodocyclaceae, pon Dechloromonas, Zoogloea,
“Candidatus Accumulibacter”

DOI: 10.31857/50026365621010092

MuxkpoopraHu3Mmsbl rpynnbl dochaT-aKKyMyJTu-
pytomux oprann3moB (PAQO), coCOOHBIE K BHYTPH-
KJIETOYHOMY HaKOIUIEHUIO TTOJN(ochaToB, OCYIIIECTB-
JISIIOT OMOJIOTMYECKYIO OYMCTKY CTOYHBIX BOA OT (hoc-
¢opa. OHM pa3BUBAIOTCS B aKTMBHOM WJIe OYMCTHBIX
COOPYXKEHUI TIpH 00S3aTEIBHON IUKJIIMIYHOCTU YCIIO-
BUIi pOoCTa: MEPUOINYECKOI CMEHE OTCYTCTBUSI M HAJTW -
yusl aKlEeITOPOB 3JIEKTPOHOB (B MEPBYIO O4Yepelb
KMCJIOPOA) 1, COOTBETCTBEHHO, IIPUCYTCTBUS U OT-
CYTCTBUSI JIETKOJOCTYITHBIX OPTaHUYECKUX BEIIECTB
(Van Loosdrecht et al., 1997; Mino et al., 1998; Se-
viour et al., 2003; Wentzel et al., 2008). Ilepunonuye-
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cKasl CMeHa YCJIOBUI pocTa omnpeaessieT HalpaBJieH-
HOCTb OCHOBHBIX MeTabonmueckux myreit ®AO. B
aHa’pOOHBIX YCJIOBUsX (0€3 aKIIeNITOPOB 3JIEKTPO-
HOB) MAO TIOIJIONIAI0T OpPTaHUYECKUE COSAUHEHUS
(m1aBHBIM  00pa3oM, JIETydre XXUPHBIE KUCIOTHI
(JIZKK)) u 3amacaior ux B ¢popMe BHYTPHUKIICTOYHBIX
MOJIMMEPOB C OJHOBPEMEHHOM nerpamanueil BHYT-
PUKIIETOYHEIX ITonnudocdaToB M BBIOPOCOM OPTO-
¢ocdara u3 kieTok. B aapoOHBIX yCIOBUSIX U (MJIN)
MpU HaJUYUU aJbTepHATMBHOTO akIIeNTopa 3JeK-
TPOHOB (HUTPATOB WX HUTPUTOB) PAO cIOCOOHBI
pactu, morJyiomark oprodocdaTbl 1 CUHTE3UPOBATH
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BHYTPUKJIETOUHBIE TOIU(MOCHAThI, UCITOIb3YST IS
3TUX IIPOLIECCOB DHEPTUIO OT Pa3IOXEHUS BHYTPU-
KJIETOYHBIX MICTOYHUKOB YIJIEPOIa U SHEPTUM, HAKOII-
JIEHHBIX B aHa®pOOHEBIX YCJIOBUSX. TakmM oOpasowm,
npeactaButeii @AO OTHOCITCS K MUKPOOPraHU3-
MaM, 00JIaJaloIIVM IMKJINYECKIM TUTIOM METa0O0JIN3-
Mma (dopodeeB u coant., 2019).

I'pynmma ®AO He sBisieTcsT MOHOMMIETUIHOM,
T.€. CITOCOOHOCTh K aKKyMYJISIIUU (hocdaToB BBISIB-
JIeHa y TpeacTaBUTENIE pa3IWyHbIX (QUiIOreHeThYe-
CKHUX TpyMIl MUKPOOPTaHU3MOB, Kak 0akTepuii, Tak 1
apxeit. B HacTrosiee BpeMs K MCTUHHBIM PAO oTHO-
CSIT MpencTaBuTeliel KanauaaTHoro poaa “Ca. Accu-
mulibacter phosphatis” (cem. Rhodocyclacea, Betapro-
teobacteria) (Hesselmann et al., 1999; Nguyen et al.,
2012; Stokholm-Bjerregaard et al., 2017; Zeng et al.,
2018; Qiuet al., 2019), KoTopbie B KauecTBe cydbcTpaTa
KCIIOJIb3YIOT JIETYYHME >KUPHbIE KUCJIOTHI (alerar,
MMpoNMuoHaT). B 3aBUCMMOCTU OT UCITOJIb3YEeMBbIX aK-
LIETITOPOB 3JIEKTPOHOB BHYTPU 3TOTO (heHOTUTIA Bbl-
JIEeJISIIOT B€ OCHOBHBbIE (PUJIOTEHETUYECKUE TPYIIIbI
“Ca. Accumulibacter phosphatis” (tumn I u tun II),
Kax1ast U3 KOTOPbIX B CBOIO OUepeIb MoapasaessieTcst
Ha ki1ansl (turr I — Ha xnage! ot 1A go 1E v tun I1 Ha
kinansl oT IIA mo II I) (Rubio-Rincon et al., 2017).
DAO I ncnonab3yloT B Ka4yeCTBEe aKIICITOPOB 3JIEK-
TpOHOB HUTpAT U HUTPUT, a PAO II — ToBKO KMCIIO-
pon (Figdore et al., 2018; Dasgupta et al., 2019). K mo-
TeHUUaIbHBIM TipeacTtaButesisiM @AO oTHOCST IUPO-
KO pacIrpoCTpaHEHHbIE B OYMCTHBIX COOPYKEHMSIX
a’poOHbIe akTUHOOaKTepuu Tetrasphaera (Maszenan
et al., 2000; Nielsen et al., 2019), a TakxXe psifi IpyTUX
MPOKapUoOT, POJib KOTOPBIX B OMOJIOrMYECKOM yaase-
HUM ocdopa HaneXKHO He ycTaHOBJIeHa — Thiothrix
caldifontis (Rubio-Rincén et al., 2017), Microlunatus
phosphovorus (Nakamura et al., 1995), “Ca. Accu-
mulimonas” (Nguyen et al., 2012), HoBas rpyrimna op-
raHotpoHbIx OakTepuii cemeiictBa Comamonadaceae
(Ge et al., 2015), Dechloromonas (Ren et al., 2020),
Methanosarcina mazei (Paula et al., 2019).

HecMoTpss Ha MoyBEeKOBOII OIBIT MCIIOJIb30Ba-
Hust ®AO B mpolieccax OYMCTKM CTOYHBIX BOM U
OTrPOMHOE KOJMYECTBO HCCJICIOBAHMWI, ITOCBSIIECH-
HBIX 3TOH Tpynmne GakTepuii, pusmonoruss ¢pocdar-
aKKyMYJIMPYIOIIMX OaKTepuil 10 CUX IMOp AeTajJbHO
He u3ydyeHa. OCHOBHASI IpUYMHA 3aKJIIOYACTCS B TOM,
YTO B CBSI3U CO CJIOXKHOCTBIO OpraHM3anuy U 00JIb-
MM pa3HooOpa3zreM MUKPOOHBIX COOOIIECTB aK-
TUBHBIX WJIOB, B KOTOPBIX 0AaKTePUM TECHO CBSI3aHbBI
CJIMBUCTBIM MAaTPUKCOM, BBIIEIUTD IIPEeACTaBUTEIICH
DAO ¢ HUKINYECKMUM TUIIOM MeTab0JIM3Ma B YUCTYIO
KYJBTYpPY IO CHX IIOp HUKOMY He yaajoch (JlopodeeB
M coaBT., 2019). Uctounnkamu nngopmauuu o DAO
SIBJISIIOTCSI METar€ HOMHBIIM aHaJIM3 MUKPOOHBIX KOH-
COPLIMYMOB, OCYIISCTBIISIIOIINX OMOJIOTUYECKOE yaa-
neHne ¢ocdaToB B KPYIMHOMACIITAOHBIX OYMCTHBIX
COOPYKEHUSIX, U JTaOOpaTOPHBIX KYJIbTYp (ocdar-
aKKyMYJIMpYIOIINX oprann3mMoB. Ha ocHoBaHuM mc-
cJIeqoBaHUSI MeTareHoMma miia, oboramieHHoro “Ca.
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Accumulibacter phosphatis”, OBIIO yCTaHOBJIEHO,
yrto npenctabutesu ®AO II umeroT MoJiHbIM Habop
reHoB ¢ukcauuu azota u CO, (Flowers et al., 2013).
HMccnenoBanust aKCIpeccur TeHOB LKA TPUKapOo-
HOBBIX KUCJIOT BBISIBUJIM 3HAUUTEJIbHBIE PACXOXKIe-
HHUS B aHA3pPOOHOM M a3pOOHOM MeTaboIM3Me pas3-
JIMYHBIX Tomysauuii “Ca. Accumulibacter phospha-
tis” (Wexler et al., 2009). bwuio mokaszaHoO, 4TO
npeacraButrent @AO UMeIOT Kak o0lLMe MyTU LIeH-
TpaJIbHOTO MeTaboJin3ma yriiepoaa u ochopa, Tak u
cnenuuyecKkue, CBsI3aHHbIE CO CIIEKTPOM MCTOJb-
3yeMbIX OPraHMYECKUX CyOCTpaTOB W aKIIENTOPOB
a51eKTpoHOB (Skennerton et al., 2015). Ha ocHoBaHUM
MPOTEOMHOr0 aHajau3a ObUIO YCTaHOBJIEHO, 4YTO
aHa’poOHas Jerpaaalivs TJIMKOTeHa y BCeX U3yUYeH-
HBIX “Ca. Accumulibacter phosphatis” ocyiecTBIIsI-
ercs 1o IIytu OwmOaeHa—Meiieproga—IlapHaca
(Wilmes et al., 2008).

BoeipamuBanne o6GorameHHbIX DAO KyIbTyp
IIPOBOST, KaK IIpaBuiIO, B peakTopax tTuia SBR (Se-
quencing Batch Reactor) (Artan et al., 2005; Liu et al.,
2020; Fan et al., 2020), BOCIIpOM3BOISIINX TEXHOJIO-
rMYecKue YCJIOBUsI KPYIMHOMACIITAOHBIX OYMCTHBIX
COOpYXEHUI. DTa TEeXHOJOTUSI UMeeT P HeAOCTaT-
KoB. B vactHOocTH, 115t TomydeHns B SBR kynbTyp ¢
BBICOKOM IIOTHOCTBIO (HECKOJILKO TPaMMOB B JIUT-
pe) mpuberaroT K yAep:XKaHUIO B OMOpeaKTope 4yacTu
OMoMaccChl, B pe3yabTaTe 4Yero pa3BUTHUE KYJIbTYP
IIPOUCXOAUT B BuIe (hJIOKKYJI, KOTOPbIE UMEIOT Ta-
KYIO X€e CJI0XHYI0 MHOTOKOMIIOHEHTHYIO CTPYKTYpY,
KaK aKTUBHBI MJI OYMCTHBIX coopyxkeHuit. Ilomy-
YUTh MUKPOOHOE COOOIIECTBO ¢ MUHUMAIbHBIM KO-
JIMYECTBOM KOMITOHEHTOB, B KOTOPOM JOMUHUPYIOT
DAO, B TakuX peakTopax MPaKTUUYeCKU HEBO3ZMOX-
Ho. Cy1iecTBeHHbII porpecc B ucciaenoBaHuu ®AO
aBTOPHI BUASAT B Pa3BUTUM U COBEPIICHCTBOBAHUU
aJIbTEPHATUBHBIX CHOCOOOB IIMKINYECKOIO KYIBTH-
BUPOBAHUS, TOIACPKUBAIOIIMX OIITUMAaJIbHEIE YCIIO-
Bus 1s1 pocta @AO B rOMOreHHOI Ky/lIbType 1 1alo-
LIMX IIPEUMYIIIECTBO IO CPAaBHEHUIO C TPAIUIIMOHHBIM
SBR-kynbTUBUpOBaHUEM. B roMoreHHoi KyJabType
TpOILLEe TIPOBOAUTh (PU3NOJIOTUYSCKUIE UCCSIOBAHUS
U BBIIENISITH YMCThIE KyJIBTypbl DAQO TpaAuLIMOHHBIMU
MUKPOOMOJIOTMYECKUMU METOAAMM.

B HacTosei paboTe ISt MUHUMU3ALIUU 00pa3o-
BaHUsI (PIOKKYJI U TIOJIyY€HHUSI TOMOT€HHOTO MUKPOO-
HOTO coo611IecTBa, oboramieHHOro MAQ, 6bLT BEIOpaH
LUKJIIMYECKUA OThEMHO-AOJMBHON CITOCOO KYIBTU-
BUPOBaHUS C MepeMellIuBaHUEM B MOAU(DUIIUPOBAH-
HoM Ouopeaktope SBR-Tuma, obecreunBaliem de-
penoBaHUe a’pOOHBIX U aHA’pOOHBIX ycioBuit. Lle-
JIbIO MCCIeI0BaHMS ObLJIO U3yUYeHKE Pa3BUBAIOLIErOCs
B 3TUX YCJIOBUSIX (hochaT-aKKyMyJIUPYIOLIEr0o MUK-
pOOHOI0 KOHCOpLIMyMa, €ro OMUCaHUe U U3yYeHUe
BUJOBOTO COCTaBa.
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MATEPHAJIBI U METOAbI UCCIIEJOBAHWA

KyasTHBUpOBaHHKE B OMOpeakTope. JlaGopaTOpHbIii
OuopeakTop sl HUKJINYECKOTO KYJIbTUBUPOBAHUS
MHUKPOOHOTO COO0IIecTBa OBIT CO3MaH Ha OCHOBE
ouopeaktopa BIOSTAT B (dbupmsl “Sartorius”),
MMeEIOIIIEero pabouunii 06beMoM 2 Ji, CHaOKeHHOTO Tie-
peMeIINBaIOIINM YCTPOMCTBOM M BHEIIHEHN pyOali-
Koit misi TepMocTarupoBaHus. Cxema GuopeakTopa
IUTSI KYJIbTUBUPOBaHMSI TIpeJcTaBieHa Ha puc. 1.

LyKIMIHOCTh KYJIBTUBUPOBAaHUS 3aKII0Yaiach B
JyepeaoBaHUY aHA3POOHBIX YCIOBUIL C HPUCYTCTBUEM
arerara (JIETKOJOCTYITHOTO HMCTOYHMKA yrjepoja U
9HEPIUU) U a3pOOHBIX YCJIOBUS 0e3 arerara (Tocie
ero IoTpebeHusI B aHa3poOHEKIN mepuom). Ilogaua
cBeXell cpeabl B OMOPEakToOp U CIUB KYJIbTypPhI OCY-
IIECTBIISIIM C TIOMOIIBIO ABYX IEPUCTATIbTUYECKUX
HAcoCoB. A3pOOHBIE 1 aHA3POOHKIE YCIIOBHUS CO3IaBa-
JIM 3a cYeT ToAauM B OMOpEeaKkTop BO3Iyxa WIM a30Ta,
OYHMIIEHHOTO OT CJIEA0B KUCI0POIa, C UCIIOJIb30BaHM -
€M CHCTEMBI peryampoBaHMs mnomadyu razoB (OOO
“Onrounpudop”, Poccust). YmpapieHue ra3zoBbIMU
MOTOKAMM U TIEPUCTAIETUYECKMMM HAcocaMU OCy-
IIECTBJISUIM B aBTOMAaTUYECKOM PEXIMME C UCITOIb30Ba-
HUEM YHUBEpcaJbHOro Jjiormdeckoro momyiasi LOGO
(“Siemens”).

Kaxneiii uukn KyJIbTUBUPOBAHUA MI/IKpOGHOI‘O
COOOIIIeCTBa B 6H0pCaKTOpC JJINJICS 6 9 ¥ COCTOSIT U3
HECKOJIBKUX ITOCJICA0BATCIbHBIX OTAIIOB:

1) co3maHmne aHa3pPOOHBIX YCJIOBUIA MPOMYBKOI pe-
aKTopa a30TOM B TeUeHUE S MUH CO CKOPOCTBIO 5 JI/MUH
(3a 310 BpeMs KoHIIeHTpalms O, B KyJabType mamaia
Huxe 0.05 mr O,/11), nocje yero B GuopeakTop nojaa-
BaJIM TIMTATENIbHYIO cpeny B oobeMe 0.125 n. Ooras
MPOAOKUTEILHOCTD 3TOTO 3Tana cocrapisiia 10 MuH;

2) aHa’pOOHBII Mepuod, B TEUeHUE KOTOPOTro
KYJIBTYpYy HepeMelInBaIi MEIIAJIKOM CO CKOPOCTBIO
200 006./mMuH. ITpomoKuTeIbHOCTh aHA3POOHOTO IIe-
puopa coctasisia 2 4 50 MuH;

3) a’pOOHBIN TTepUOI, B TeUEHNE KOTOPOTO MUK-
poOHOE COOOIIECTBO a’pupoBaii Bo3ayxom. IIpo-
JOJDKUTEIBHOCTh a3pOOHOTO TTIepruoaa — 3 4.

Yepes Kakable YeThIpe IMKIIa BeIpalnuBaHus (24 1)
B KOHIIE a3pO0OHOro nepuroa (3a 5 MUH A0 €ro OKOH-
yaHusl) TIpeKpaliaim nmogaqy so3ayxa u 0.5 J1 KyJabTy-
pBI CAVBaIX U3 OMopeakTopa (OCTATOYHBINA OO0BEM
KYJIBTYPHI B peakTope cocTaBisi 1.5 ).

Takum o6pa3oM, ycpemHEeHHas yIeiabHas CKO-
pPOCTb TIPOTOKa cucTeMbl cocTaBuia 0.29 Jji/cyt, 4To B
KBa3UCTAIlMOHAPHOM COCTOSIHUU COOTBETCTBYET BO3-
pacTty KyabTyphl 3.4 cyT (BpeMs reHepauuu — 2.4 CyT).

J1s1 mpenoTBpallleHUs 3apacTaHUS EMKOCTHU C MU -
TaTeJIbHOM Cpeaoii U MOoJaI0IIMX €€ B PEaKTOP 1IaH-
OB, 3T YaCTU YCTAHOBKU €KEHENAEIIbHO IMPOMbIBAJIN
CTEpUJIbHOM BOIOIIPOBOAHON BOIOI, HArpeTom 10
95°C.

©

Puc. 1. Cxema yCTaHOBKM UISI OTHEMHO-IOJIMBHOIO
a’poOHO/aHa’POOHOTO BbIPAIIIMBAHUS MUKPOOPTaHU3-
MOB: / — 6uopeakTop; 2 — Hacoc IoJauu cpeabl; 3 — Ha-
COC OTBEIEHMSI KYJIbTYPbl; 4 — BO3AYIIHBIN KOMITPECCOp;
5 — MCTOYHUK ra3000pa3HOro a3oTa; 6 — cucTeMa pery-
JIMPOBaHUSI MOJAYU ra30B.

IToceBHBIM MaTepmaioM (MHOKY/ISIHTOM), KOTO-
PbIii BHOCWJIM B OMOPEaKTOP, CYKIII UJI a3POTEHKOB
JIroGepeiKuX OUMCTHBIX COOpYXeHuit (I. MocKBa).

IMurtatenbHasag cpema, TMogoOpaHHas Ha OCHOBa-
HUM MHPOBOTO OITBITA JJAOOPAaTOPHOTO BHIpAIIMBA-
Hust @AO (Onuki et al., 2002; Welles et al., 2017) nme-
JIa cleAyromuii coctaB (I/1 BOIOIPOBOMTHOM BOIBI):
CH;COONa (3H,0) — 0.708; (NH,),SO, — 0.046;
KH,PO, — 0.109; npoxxesoil skctpakT — 0.009;
MgSO, - 7H,0 — 0.135. B kauecTBe OCHOBHOI'O UC-
TOYHMKA yIJIepoaa U SHePTUH ObLIT NCITOJIb30BaH alle-
taT (Artan et al., 2005; Tchobanoglous et al., 2014).

AHammTHYEeCKHe MeToabl. 3HaueHue pH cpenbr n3-
MepsLUIM ¢ TIoMollbio pH-MeTpa-uoHoMepa DKcnepT-
001 (“O00 9konmkc-dkcmepr”’, Poccusa). B mpo-
Hecce KyJIbTMBUPOBAHUS B peakTope 3HaueHue pH
HaXoIuJIOCh B mpenenax 8.5—8.7.

Temneparypy KyJAbTUBUPOBAaHUSI MMKPOOHOTO
coobmectBa 18—20°C 3amaBaiu ¢ IIOMOIIBIO TEPMO-
crata Haake® WKL 26 (“Thermo Fisher Scientific”,
CIIA).

KonunyecTBo B3Be1IeHHOTO BelIeCTBa B OTOOpaHHO
U3 peakTopa Ipobe nocie ee (GUILTPOBaHUS U BbICY-
IIMBaHUST onpeaesuin  rpaBumeTpuuecku  (ITHAD
14.1:2:4.254-09).

Konuenrpamuio ¢docdatoB ompeneiasian $HoTo-
METPUYECKU C MOJIMOIATOM aMMOHUS KakK B IOAaio-
1ieiicst B OMopeakTop MUTATEJIbHOM Cpelie, TaK U Ha BbI-
XoJie U3 O1opeaKkTopa B KOHIIE a3pO0OHOI K aHA3POOHOM
da3 kynpTuBupoBanus (ITHA®D 14.1:2:4.248-07).
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KoHIIeHTpaIinio pacTBOPEeHHOTO KUCIOpOIa M3-
MEpSIIN  BJICKTPOXUMUYECKU C MCHOJb30BaHUEM
kucaopoaomepa Oxi 197 (“WTW?”, I'epmanus).

HUccaenoBanue KyJabTypsl (hocaT-aKKyMyJMpyI0-
mmx 0akrepuii. Mopdooruio KJIeToK MCCIenoBaIn
Ha mukpockone Olympus CX41 ¢ ¢a30BbIM KOHTpa-
ctoM (“Olympus”, SInoHust).

Ddochar-akKymyaupyrome 6akTepun B COCTaBe
MUKPOOHOTO COOOIIECTBA ONPEAEIISUTN IO HATNIUIO
B COCTaBe KJIETOK I'paHyJ, COCTOSIINX U3 COEIMHE-
Huii ¢pocdopa, 0 YeM CyauIu Mo pe3ybTaTaM PeHT-
TeHOBCKOTO MUKpOaHaI3a IpernapaTos.

KommuectBo KiteTok (% OT cocTaBa KJIETOK BCETO
Cco001IeCTBa), UMEIOIIUX B CBOEM COCTaBe pa3iuy-
HbIe BKJIIOUCHMSI, OTIpEAEIISIIN Ha OCHOBAHUM CPEII-
HETO 3HAYCHUSI, TIOJIYIeHHOTO TIPH TTOICYETe KIIETOK
B 80 TOJISIX 3peHUS.

DNEeKTPOHHO-MUKPOCKOMUYECKHUE UCCIIeTOBaHUS
TOTAJIbHBIX MPENapaToB MPOBOAUINA HA MUKPOCKOIIE
JEM 100 (“Jeol”, AmoHMs) TTO METOAUKE OITMCAHHOM
panee (Vasilyeva et al., 2006). JIis1 IpUTrOTOBIECHUS
MpenaparoB KJiIeTKu dukcupoBaiu 2.5% riyTapo-
BBIM ajibaeruaoM. Jlopukcalunio IIpoBOAUIN PacTBO-
DOM TETPAOKUCU OCMUSI.

PenTreHoBckuii MUKpoaHaJIu3 MpernapaToB Kie-
TOK TMpoBoAWJIM Ha MUKpockorie JEM-1400 (“Jeol”,
SnoHus), OCHAIIEeHHOTO PEHTTeHOBCKUM MMKPO-
aHanmzaTopoM (“Oxford Instruments”, Benukoopu-
TaHUs), TIpU yCKopsitolleM HamnpstkeHuu 80 KaB;
YTOJI HaKJIoHa obpa3na — 15°. [TomydyaeMble CIEKTPhI
aHAJIM3UPOBAJIY C IPUMEHEHUEM MporpammMmbl AZtec
(“Oxford Instruments”, BenukobputaHus). DTy xe
MPOTpaMMy MCIIOJb30BaIM IJ151 2JIEMEHTHOTO KapTH-
poBaHMs 00pa3oB. OOpa3lbl AjI PEHTTEHOBCKOTO
MUKpPOaHaJIN3a FOTOBWIN C MCTOJb30BAHUEM MEIHBIX
CETOK JUIs1 BJIEKTPOHHON MUKPOCKOITUY C HAHECEHHOM
¢dopMBapoBOii TIJICHKOM, HAITbUICHHOH YIJIEpOIOM, Ha
KOTOpble HAHOCWJIM HAaTMBHbIE TIperapaTrbl KJIETOK.
CeTouKy BbICYIIUBAIU U UCTIOJIB30BAIM JUISl aHAIM3A.

Cratuctnyeckyio o0padOTKy MpOBOAMIN C HC-
MoJIb30BaHUEM T1akeTa mporpamm Microsoft Office
Exel 2007.

Hccaenyembie o0pasupl. [ vccienoBaHusl co-
CTaBa pa3BUBAIOILETOCS MUKPOOHOTO KOHCOpLIMyMa
B JIaAOOPATOPHOM OMpPeaKTOpe OTOMpPAIA YeThIpe 00-
pasiia akTUBHOTIO uJja:

1) O6pasel] akTUBHOTO WJjia U3 MTPOMBIIIJIEHHOTO
O6ropeakTopa Mo yHaJICHHWIO OPTaHMYECKOTO Belle-
cTBa, aMMoHUs U ocdopa. B 6GropeakTope peanu-
30BaHa TexHoJOoTHUS KeiirayHcKoro yHUBEpCUTETa
(Burton et al., 2014), ocHOBaHHasl Ha YepelOBaHUU
a’po0HON M aHa’pOOHOI 30H (B a’POTEHKE Kapy-
cenbHOTO THMAa). JlaHHBIN oGpasell MCITOIb30BaJICs
IUJIST 3aTPY3KM J1JabopaTOpHOTO GOpeaKkTopa.

2) O6pasel] akTUBHOTO Mjia, OTOOpPaHHOTO U3 Jla-
GopaTopHOTO GMOpeakTopa Ha 8 CYyT ¢ MOMEHTa eTo
ImycKa.
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3) O6pa3selr aKTUBHOTO MJjIa, OTOOPaHHOTO U3 Jia-
OopaTopHOro 6uopeakTopa Ha 15 cyT ¢ MOMEHTa ero
mycka.

4) O6pa3zel] aKTUBHOTO MJia, OTOOPAHHOTO M3 Jia-
OopaTopHOro 6MopeakTopa Ha 22 CyT C MOMEHTA €T0
TycKa.

Boinenenne JTHK 19 mMeTareHOMHOro aHaju3a,
aMmum@uKanus 1 ceKBeHupoBanue ()parMeHTOB reHOB
16S pPHK. JIHK 13 06pa31ioB akTUBHOTO WJIa BbIJIE-
Jsum ¢ momourbio Habopa DNeasy PowerSoil Kit
(“Qiagen”, I'epmaHMsI) MO IPOTOKOIAM IIPOU3BOIN-
tens. BapuabenbHbiii V3—V4 pernon rena 16S pPHK
aMITTIGUIINPOBAI € HWCITOJIb30BaHUEM YHUBEp-
canpHBIX TIpaiiMepoB 341F CCTAYGGGDBGCWS-
CAG u 806R GGACTACNVGGGTHTCTAAT (Frey
etal., 2016). [Tonyyennsie 11 P ¢pparMeHTHI HCTIONB-
30BajI U1 IPUTOTOBJICHUST OMOJIMOTEK IJIST CEKBe-
HUPOBaHUS ¢ MoMolbio HabopoB Nextera XT DNA
Library Prep Kit (“Illumina”) mo mpoTokoiaM Ipo-
W3BOIUTEISI. MYJTBTUIIIICKCUPOBAIH C TIOMOIITBIO Ha-
6opos Nextera XT Index Kit v2. ITIIP ¢parmeHTsI ce-
KBEHHMpPOBAaJIM C McIIojibdoBaHueM Illumina MiSeq.
JIasg xaxkgoro odpasna mojiydaiad He MeHee 8 ThIcId
rocjexoBareaLHoCTell hparmMeHToB reHoB 16S pPHK.

YrteHusd M3 Bcex 0o0pasnoB OBUIM OOBEOMHEHBI
BMECTE, MCK/IIOYEHbl HU3KOKAayeCTBEHHBIC UYTCHMS,
CUHIJIETOHBI U XuMepbl. OCTaBIIXECS YTEHUS ObUIU
kiacrepusoBadbl B OTE ¢ MUHMMAaIbHONM MIEHTNY -
HOCTBIO B 97%. 1ns onpenenenus nonu OTE B kax-
JIOM U3 00pa3loB, Ha penpe3cHTATUBHBIE MOCIEH0-
BatesibHOCTM OTE ObLIM HajlOXEHBI MCXOAHBIC UTe-
HUS (BK/II0OYasi HU3KOKAYECTBEHHbBIE U CUHIJICTOHBI)
C MUHHWMAJIbHOI MIEHTUYHOCThIO B 97% Ha Bceil
IJIMHE YTeHUs. JIJ1s1 BBITIOJHEHUST BCeX 3THX IpOILe-
JIyp UCIOJIL30BaJICS MmakeT nporpamm usearch (Edgar,
2010). TakcoHOMMYECKYIO0 NACHTU(PDUKAIINIO MUKPO-
OpPraHM3MOB MO MOCIEAOBATEILHOCTIM TeHOB 16S
pPHK mnpoBoaunu ¢ ucronb3zoBaHueM usearch u 6a-
3bI JAHHBIX Silva.

PE3YJIbTATBI 1 OBCYXIEHHUE

KyasTuupoanune MAQ. PaspaboraHa MeTomnka
BoeipaiiuBaHust @AQO B 6riopeakTope, OCHOBaHHAs Ha
MEePUOANYECKOM (LIUKJINYECKOM) U3MEHEHUU YCIIO-
BUI KyJabTuBUpoBaHus. ConepxkaHue B3BEIIEHHOTO
BellleCTBa B OMOpeaKTope MocJie ero MHOKYJISILIUM aK-
TUBHBIM WJIOM cocTaBisuio 3.43 r/a, pH 8.5. B Teue-
HHE TTePBHIX 15 cyT MporcxXoamnino yMeHbIIIEHUE Mac-
cbl B3Becu 10 0.2 1/ 3a cUeT ee BBIMbIBAHUSI M HE3HA-
yutelibHOe m3MeHeHne pH mo 8.9. 3a 310 Bpems
CHUXAJIOCh KOJIMYECTBO TPyOOAMCIEPCHON MpUMe-
CH, TIOCJI€ YeTO B3BEIICHHOE BEIIECTBO MPAKTUIECKU
MOJIHOCTBhIO OBbLIO IIPEACTaBJICHO MMKPOOHOIT OHO-
maccoii. C 15 mo 22 cyT KOHIEHTpalus MUKPOOHOM
Ouomacchl, a Takxke 3HayeHue pH BoaHoit ¢a3bl pe-
aKTopa AepXajaruch Ha MOCTOSIHHOM YPOBHE, YTO CBU-
JIETETLCTBOBAJIO O CTAOMIN3AIINU eTo paboThl. OmHO-
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Puc. 2. iaMeHeHne conepx)aHus pacTBOPUMBIX (hocdhaToB B 6uopeakTope: / — KoHueHTpauus P-PO, B cpene, moctynatoiueit
B peakTop; 2 — KoHleHTpauus P-PO,4 Ha Bbixone u3 6uopeakropa; 3 — KOHLEHTpALys B3BELLIEHHBIX BELLECTB B OMOPEAKTOPE.

BPEMEHHO C OTUM IIPOUCXOIUJIO TOCTEIEeHHOE
YMeEHBIIeHnEe coaepkaHus ¢pocdaToB B BOTHOI da3e
peakTtopa. Ecinv Ha 5 cyT KyJIbTUBUPOBAHUS pa3HULIA
MeXAy KOIUIecTBOM (pochaToB B UCXOIHOM cpede U
CIIMBHOM Bojie OuopeakTopa cocTanisiia 4.9 Mr/i, To
K 8 cyt 3Ta mcpa Bo3pacraia B 1.5 paza (mo 7.2 Mr/n), a
K 22 cyT oHa coctaBuia 11—12 mr P-PO,/n, yto coot-
BeTcTBOBaNo 50% ynanenust ¢pocdopa 13 IoCTyIaro-
1ieii cpenpl (puc. 2).

st BbIICHEHUST TIpUpoabl yaaineHus docdopa,
HaMu OBbLJIO KCCJEIOBAHO W3MEHEHUE KOJIMYECTBa
¢ocdarToB B cpene B TeUECHUE OTHOTO LKA pabOThI,
BKJTIOUAIOIIIETO a3pOoOHYI0 1 aHa3poOHy1o da3bl. Ko-
JIMYECTBEHHbIE TaHHbIE O collepxXaHuU dochaTtoB B
Te4YeHUEe OJHOTO IMKJIa KyJIbTUBUPOBaHUS Ha 8, 15 1
22 cyT paboOTHl peakTopa IIpeacTaBieHbl B TaOJ. 1.
Heob6xonnMo oTMETUTh, YTO B COOTBETCTBUM C OMO-
XUMHMIECKIMU peakKIusIMu, ipoTeKatomumMu y DAO,
B aHA3POOHBIX YCIOBUSX B OTCYTCTBUE OKUCIUTEIICHA
¥ TIpY HAJIMYWM alieTaTa IIPOUCXOINT BBIOpOC doc-
datoB u3 kietok. Ilpy momamaHuu B a’pOOHEBIE
ycaoBus KieTku @AO OKUCISIIOT HAKOIUIEHHBIE YI-
JIepoJIHbIE CyOCTpaThl U MPU 3TOM TOTIO0IIA0T (oc-
¢dara u3 cpennl (Terashgima et al., 2016).

IMTonyyeHHBIE pe3yJibTaThl CBUIECTEIBCTBOBAIU O
TOM, YTO B IIpoliecCe KYJIbTUBUPOBAHUS aKTUBHOIO
njla OYMCTHBIX COOPYXKEHHMI B JaOOpaTOpHOIT ycTa-
HOBKE pa3BUBAJIOCh MUKPOOHOE COOOIIIECTBO, BKITIO-
yaloniee (pU3MOJIOrMIeCKN aKTUBHBIX IIPEICTaBUTE-
seit ®AO. Takke BaxkHO, YTO KOHILEHTpaLus doc-
¢daToB Ha BBIXOJIe M3 peaKTopa ObLIa BCerma HUXe,
YyeM B ITOCTYMAaIoIIei Boje.

HUccnenosanue Kietok ®AO MeToIaMH MHKPOCKO-
NI ¥ PEHTTeHOBCKOT0 MUKPOaHam3a. MUKPOCKOTIN-
YyeckKoe HWCCeqoBaHUe MMKPOOHOTO COOOIecTBa
611opeaKTopa BBISIBIIIO MOPGhOJIOTHIECKOE pa3HO00-
pa3ue OakTepualbHBIX (OpM B ero cocrtaBe. boib-
IMHCTBO (H0 85%) KIIETOK comepKajao BKITIOUCHUS
(puc. 3). B memoM, B cooOmiecTBe JOMUHUPOBAIN
BBITSIHYTBIE OKPYTJIbIe KJIeTKM pa3mepom (1—1.5) X
X (2—3.5) MKM, KOTOpbIE CONEpKaIu MPeTOMIISTIONIE
CBET CTPYKTYPHI pa3HOTO pa3Mepa, pacItoIoXeHHBIE
BIOJIb KJIeTOK (puc. 3a). KpynmHble najouKoBUIHbIE
KJIeTKu pasmepoM (2—3) X (3—5) MKM comaepxaiu
MeJIKIMe TUIOTHEIE TeMHBIe BKintoueHus (puc. 30). Ha-
psny ¢ MaJOYKOBUIHBIMU KJIETKAMU B COOOIIIECTBE
pa3BUBAIUCh KJIETKU OKPYTJIOi (OpMBI pazMepoM
2.4 X 3.3 MKM CO CBETSIIIUMMUCS KPYTJILIMU BHYTPHU-
KJIETOYHBIMM CTPYKTYpaMH, KOTOPhIE pacIoiarajiuch

Tab6auna 1. UsmeHeHre KoHIleHTpaluuu GochaTtoB B X0Ae OAHOTO 1IMKJIa KyJIbTUBUPOBAHUS MUKPOOHOTO COOOIIEeCTBa

Ha 8, 15 u 22 cyT paboThl OMopeaKTopa

Konuenrpauus P-PO,, mr/n
Bpewms
KyJbTUBUPOBAHUS, . .
cyT Havajo KOHeEII aHa3pOoOHOit KOHeII a3pOoOHOI1 A,
UK dasbl dasbl MT/7
8 14.6 = 1.18 17.0 = 1.19 14.0 + 1.35 3.0
15 12.3+ 1.18 14.7 £ 1.19 11.4 £ 1.35 3.3
22 13.0 £ 1.18 153+ 1.19 12.1 £ 1.35 3.2

ITpumeyanue. A — pa3HOCTb KOHIIeHTpaluit hocopa B cpene Mexkay aHaspoOHOI 1 a3poOHOit hazamu.

MUKPOBHUOJIOTUA Ttom 90 Ne 1l 2021
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Puc. 3. baktepuanbHoe pa3HOOOpa3ue B COCTaBe MUKPOOHOTO coobl1iiecTBa GropeakTopa: a—B — (a30BbIii KOHTpacT, X 1000;
I — 2JIeKTpoHHass MUKpockonus, X800; 1 — aneKkTpoHHasi MUKpocKonusi, X 1700. Ctpenkamu nokasaHbl KJIETKH C BKJIIOUE-
HUSIMU.

paBHOMEpPHO MO BceMy 00beMy KieTku (puc. 3B).
DNEeKTPOHHO-MUKPOCKOIMNYECKOE UCCIIeIOBaHME TIOM-
TBEPAWUJIO HAIMYKIE B MUKPOOHOM COOOIIIECTBE KIIETOK
C pPa3HbIMU BKJIIOYeHUsIMU (puc. 3r, 31).

g ompeneieHUsT XMMUYECKOTO COCTaBa BKIIIO-
YeHUiT HaMU OBLJIO CIEeJaHO KapTUPOBaHUE MUKPOO-
HOT'O COOOIIECTBA B LIEJIOM METOAOM PEHTTEHOBCKOTO
MUKpOAHaIN3a, a TAKKe MPOBEACH TOYSUHBIN aHAIA3
BJIEMEHTHOT'O COCTaBa OaKTepHalbHBIX KJIETOK. Me-
TOI PEHTTE€HOBCKOTO MUKpPOAHAIN3a MO3BOJISIET TTPO-
BOJIMTB OBICTPOE OIpeAeIeHUE DIIEMEHTHOIO COCTaBa
MUKPOOHBIX 00BEKTOB, KaK OTIEJIbHBIX KIETOK, TaK 1
X CKOIICHU, YTO TTO3BOJISIET TTOJYYUTh MHMOpMAa-
IIMIO I1I0 COAEPKAHMIO MHTEePECyIolero Hac ¢ochopa
U IOPYyTUX 3JIEMEHTOB B CPaBHUTEIBHOM KOJIUYE-
CTBEHHOM COOTHOIIIEHUH APYT K Apyry. [IpuMeHeHune
pexXuMa KapTUpOBaHUS ITporpaMMbl AZtec 1aeT BO3-
MOXXHOCTb YBUJIETh HATJISIAHYIO KapTUHY paclipele-
JIEHUSI 3JIEMEHTOB B oOpaslie.

KaptupoBaHue mo3BOJIMIO YCTAHOBUTh, YTO XH-
MUWYECKHE SIIEMEHTHI, BKITIodas ocdop, pacapene-
JISUTUCh BHYTPU TIpeACTaBHUTeNeil cooOImecTBa IO-
pa3sHoMy. YacTb 3JIeMEHTOB COIEpKAIUCh BHYTPHU
KJIETOK, 4YacTh COpPOMpOBajlach B MEXKICTOUHOM
MIPOCTPAHCTBE Ha ITOBEPXHOCTH KJIETOK COOOIIIECTBA.

MHUKPOBMOJIOTUA Ne 1
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B najioukoBUAHBIX KJIeTKaxX pazmepoM (1—1.5) X (2—
3.3) MKM Takue XMMWYECKUE 3JEMEHTHI KaK yIJIepOo,
KaJuii, cepa 1 KajlblWil ObLIM paBHOMEPHO paclipese-
JICHEBI B KJIeTKaX, a ¢ocop, HATpHUIA 1 MarHWi HAXOI-
JINCh HE TOJILKO BHYTPU KJIETOK, HO B MEXKJICTOUHOM
npocTpaHcTBe (puc. 4). B KieTkax nmaaiouykoBUAHOM
¢dopmbl pazmepom 0.5 X 2 MKM HaMu ObUIH OOHapy-
KEHBI 3JIEKTPOHHO-TIJIOTHBIE CTPYKTYpPBI, KOTOpBIE
OBUIM UIEHTU(PUIIMPOBAHBI KaK BKIIOYeHUS (Pocho-
pa (puc. 5a, 50). I moaTBEpKICHUS Pe3yIbTaTOB
KapTUpOBaHUSI MUKPOOHOTO COOOIIEeCTBa B 1I€JIOM,
HaMU ObUI MPOBEACH TOYCYHBIN 2JIEMSHTHBIN aHaJIN3
OTHEJIbHBIX KJIETOK coobiectBa. Hanbosee xapakrep-
HBbIE IJI 3TUX KJIETOK CITEKTPhI TTOKA3aHbBI HA pUC. SB.
IMpouieHTHOE coaepKaHUEe XUMUUECKUX JIEMEHTOB B
TOYKax aHaJIM3a MpeacTaBiacHO B Ta0J. 2. TodyeuHbIit
aHaJM3 1oKas3aj, 4YTo cojaepxKaHue gocdopa B KIIeT-
Kax (crieKTpbl 51—54) ObLI0 BhILIE, IO CPABHEHUIO C
(OHOBBIM KOJIMYECTBOM 3TOrO 3jIeMeHTa. BKinoue-
Hus dpocdopa (cnekTpbl 51 1 52) B NaJOYKOBUIHBIX
KJIeTKax comepxaau B 10 pa3 GoJibIle 3TOro 3J1eMeH-
Ta, TI0 CPaBHEHUIO ¢ KOHTpOJeM. BKiTIoueHs B M30-
THYTBIX KJleTKax (criexTp 53) comepxajiu B 8 pas
0oJIBbIlIe 3TOTO 3JIeMeHTa. MaKcuMajlbHOE KOJIMYe-
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Puc. 4. DiieMeHTHBII aHAJIM3 MUKPOOHOTO COOOIIIECTBA B 1I€JIOM METOIOM KapTUPOBAHUS C MIPUMEHEHUEM PEHTIE€HOBCKOTO
MUKpoaHaiu3a. lIBeTomM nmokazaHo pacnpeaeaeHe OTASIbHBIX XUMUYECKUX 3JIEMEHTOB; a — 2JIEKTpOHHas ¢poTorpacdus coob-
1ecTBa; 6 — pacmnpeeieHue yriepoaa; B — pacrpezaesieHue ocdopa; r — pacnpenejaeHue HaTPusI; I — pacrpeaesieHue Kaaus;
€ — pacrpenesieHue MarHusl; X — pacrpeesieHue cepbl; 3 — pacrnpeneneHre Kaublius. CTpeakaMuy oKa3aHo HaKOIJIEHUE XU~

MHNYECCKUX JICMEHTOB B MEXKKJICTOYHOM IMPOCTPAHCTBE.

CcTBO (pochopa HaAXOAMIIOCh B KOKKOBUIHBIX KJIETKaX
(crexTp 54).

Taknm obOpasom, OBITIO TTOKa3aHoO, 4To (ocdop
HaxXomuWJICSI KaK Ha MMOBEPXHOCTHU, TaK U BHYTPH KJle-
ToK. PacnipeneneHue 3TOro aJieMeHTa BHYTPU KJIETOK
ObUTO pa3HBIM. YacTh OakTepnii MUKPOOHOTO CO00-
1ecTBa OMopeakTopa coaepxKajiu dochopHbie rpa-
HYJIBI U MOTJIM ObITh NipeacTaButensiMmu MAQO.

HN3MeHeHNe TAKCOHOMHYECKOI0 COCTaBAa MHKPOO-
HOTO KOHCOPIMYMAa B MpoIecCe €ro KyJIbTUBHUPOBHMS.
Ha navyanpHOM 3Tarie paboThl OMOpeakTopa B COCTa-
BE MHUKPOOHOTO COOOIIecTBa aKTMBHOIO WJja OB
OOHapyXeHbI MOCeI0BATEIbHOCTH TIPeACTaBUTEICHA
JIOMeHOB OakTepuii 1 apxeit. Jlons apxeit cocraBisiia
HebobIIyIo YacTh — 1.17% oOT 06llero KoJmdyecTna
nocjienoBareabHOCTe. Cpeau HUX TOMUHMPOBAIU
MeTaHOI'eHEI nopsinka Methanosarcinales v Tipencra-
BUTEIN HEKYJIBTUBUPYEMOIO KAaHAUAATHOTO (hrayma
Wosearchaeota. bavixaiilline roMoJIOTM HaliAeHHBIX
nocaenoBaTeabHocTel reHoB 16S pPHK 6bu111 06Ha-
PYX€HBI B OUMCTHBIX COOPYXKEHUSIX, COpasKMBAIOIINX

0OCallKu B aHadpOOHBIX YCJIOBUSIX, U METaHTEHKaX
(Kirkegaard et al., 2017).

BbaktepuanbHbie MOCASIOBATEIbHOCTU OTHOCH-
JIUCH K 19 pa3nmyHbIM (pUIyMaM, CpeIu KOTOPBIX J0-
MUWHHWPOBAIN MIPEICTaBUTEIN DIITYMOB Bacteroidetes
(22.4%), Proteobacteria (22.3%), Patescibacteria (8.8%),
Chloroflexi (27.2%) n Nitrospirae (4.7%). CymmapHO
WX IOJISI OT BCEX MOCJEeNOBaTeIbHOCTEN TeHoB 16S
pPHK coctaBnsia 85.4%. ®unymsl Acidobacteria,
Planctomycetes, Verrucomicrobia n Ip. cOCTaBIsSLIU
MUHOPHYIO YaCTh MUKPOOHOTO coo011ecTBa (puc. 6).

Okoso 4.8% Bcex mociemoBaTeIbHOCTEM par-
MeHTOB TeHoB 16S pPHK orHOCHMIIOCE K HEU3BECT-
HBIM [IIyOOKUM JIMHUSIM M He ObLIU KJIacCU(pUILIMPO-
BaHBI JaXXe Ha YPOBHE (hpHITyMa.

BosbIIMHCTBO UAEHTU(DUIIMPOBAHHBIX (DUTYMOB
paHee oOHapyXMBaJIMCh B OMOpeakTopax Mo OUMCTKeE
ctouHbix Boa (Wu et al., 2019).

ITo MEPE KYJIbTUBUPOBAaHUA COOO0IIIeCTBAa MEHSLI-
Cd €T0 COCTaB, U CHM2KAJIOCh TAKCOHOMMUYECKOC pa3-

Taﬁ.lmua 2. Coz[er(aHI/Ie XUMHNYECCKUX JICMCHTOB B TOYKaX aHaJIn3a, BbIPAa>KCHHOC B ITPOLICHTAX OT OGH.ICFO COIACPKaHUA

SJIEMEHTOB
Homep criekTpa Korrpons 51 52 53 54
(rmoajioxka 6e3 KJIeTOK)
Conepxanue pocdopa, % 0.15 1.63 1.59 1.31 3.16
OTtHouleHne KOHLIEHTpanuii pocgopa 1 10.87 10.6 8.73 21.07
B CCJIEAYEMOI TOYKE K KOHTPOITIO
MUKPOBHNOJOTHUA ToM 90 Ne 1 2021
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Puc. 5. ToueuHblii aHATTU3 BJIEMEHTHOTO COCTaBa 0aKTepUaTbHBIX KJIETOK (pochaT-aKKyMyTMpPYIOIIEro COO0IIEeCTBA METOAOM
KapTUPOBaHMSI C TPUMEHEHUEM PEHTIeHOBCKOTO MUKpoaHau3a: (a) — aJieKTpoHHas1 hororpadust KieTok; (6) — pacrnpenene-

Hue hochopa B KJIeTKax COOOIIECTBA; CTPeJKaMU MOKa3aHbl o0oraieHHble (ochopOM rpaHybl. (B) —

BHEKJIETOYHOEe cojepxkaHue docdopa;

KOHTPOJIb — (DOHOBOE

COOCpPXKAHUEC XMMHUYECCKHUX OIJIEMEHTOB: B TIpaHyJaX IIAJOYKOBHUIHBIX KJIIETOK

(criexTpsl 51 1 52); B rpaHy/IaxX U30THYTHIX KJIETOK (CITeKTp 53); B KOKKOBUAHBIX KJeTKax (crekTp 54). CTpeikaMu OTMeYeHBI

nuku docdopa.

HooOpa3ue. Tak noJis1 apxeii B Xozie paboThI OMopeak-
topa cHu3miack 10 0.01% (puc. 6). o ocTaIbHBIX
JTOMWHUPYIONINX B MOMEHT 3arpy3ku ¢puiayMoB Pate-
scibacteria (8.8%), Chloroflexi (27.2%) w Nitrospirae
(4.7%) B xome paboOTHI GHOpeaKTOpa 3HAYUTEIBHO
CHU3MIACh — 10 2.66, 2.63 1 0.15% coOTBETCTBEHHO.
®Dunym Patescibacteria 6bL1 OnCaH COBCEM HETaBHO
Ha OCHOBAaHUM MOJIEKYJISIpHbIX AaHHBIX (Hug et al.,
2016; Parks et al., 2018) u B HacTos11Iee BpeMs HE UMe-

MHUKPOBMOJIOTUA

ToM 90 Ne 1 2021

€T KYJbTUBUPYEMBIX TIpelacTaBuTesieil. MeTtabonusm
Oakrtepuii aToro ¢uayma ObLT MpenckasaH TOJAbKO Ha
OCHOBaHWW METareHOMHOT'O aHaIM3a MMKPOOHBIX CO-
obuecTB. Patescibacteria IMEIOT, KaK ITpaBWIO, HEOOIb-
1€ TEHOMBI, TIPH 3TOM MHOTHE METa0OIMIECKIE ITYTH
Y HUX OTCYTCTBYIOT WJT OHU HeTToyTHbIe. Ha ocHoBaHMU
9TUX JAHHBIX TIpearogaraeTcs, YTo 6aKTepur 3TOTO
dunyma sBasoTCS MO0 mapasuTaMu, JIMOO CUM-
OUOHTaMM.
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Puc. 6. TakcoHOMUYeCKMii COCTaB MUKPOOHOTO COO0IIIecTBa OopeakTopa.

B xone pabGoThl 61opeakTopa OOJBIIMHCTBO MU-
HOPHBIX TPYII MUKPOOPraHMW3MOB ObUIN DJIMUMUHU-
pOBaHbI, Cpeau HUX MpeAcTaBUTEN DPUITyMOB Fuso-
bacteria, Ca. Margulisbacteria, Ca. Latescibacteria,
Spirochaetes, Elusimicrobia, Gemmatimonadetes, Ar-
matimonadetes n Omnitrophica. J1o11 oCTaJIbHBIX MU -
HOPHBIX TPYIIT TaKKe CHIDKAINCH (pHC. 6).

Yuco ooHapyxeHHBIX OTE cokpartunochk ¢ 445 no
184. Ha 3axmounteabHoM 3tamne 61% (10 HauGonee
mHorounciaeHHbIX OTE) Bcex MpouTeHuni COCTaBIIsI-
i OTE, KoTopble Ha HAaYaIbHOM 3Talle paboThI OMO-
peakTopa cocTaBisuii Bcero 1% cooOlecTna.

Jonu 1ByX TOMUHUPYIOIIUX B 3arpy3Ke MUITyMOB
Bacteroidetes (22.4%) n Proteobacteria (22.3%) B xone
KYJBTUBUPOBAHUSI B LIMKINYSCKH W3MEHSIOLINXCS
yCIOBUSX yBenmnuuiuch. Jlonst Bacteroidetes, KoTo-
phle CIIOCOOHBI K Pa3IoKeHUIO CJI0KHOTO OpraHnye-
CKOTO BellleCTBa, BO3pocja IMOUTU B JBa pa3a — 10
42.8% (Thomas et al., 2011; Ferndndez-Goémez et al.,
2013; Hahnke et al., 2016). [1Tpu1 3TOM OCHOBHOI pocT

TMPUXOOWJIICS Ha BUIbI, OTHOCSIIMECS K TOPSIKAM
Chitinophagales, Cytophagales v Sphingobacteriales.

B xone paboTel OuopeakTopa J0JI TTpoTeo0aKTe-
puit Bo3pocia ¢ 22.3 mo 43.2%, 4T0 OBIIO CBSI3aHO C
YBEJIMYEHUEM UYUCIEHHOCTU TpelcTaBUTENE IBYX
KJ1accoB O~ u 3- Proteobacteria (c 2.7 no 14.8% u ¢ 10.7
1o 27.3% cOOTBETCTBEHHO), B TO BpeMsI KaK IO Y-,
0-, e-mporeobakTepuii cHusmaachk ¢ 9.5 mo 1.4%.
Cpenu anbdarporeodakTepuii B OMOpeaKkTope CyIe-
CTBEHHO BO3pacTaja I10Jsl MUKPOOPTaHU3MOB, OTHO-
csnmxes K nopanky Microvibrionales (¢ 0.28 no 7.4%),
oauskue nocaegoBarenbHoctu 16S pPHK k korto-
PBIM OBIJTM OOHaApYKEeHBI paHee B OMOIUICHKE aHOK-
CUT€HHOTO T'MOPUIHOrO peakTopa Mo OYMCTKE CTOY-
HBIX BOJ OT a3oTa U (ocdopa (1mocaeaoBaTebHOCTD
IN391746, unentnuna Ha 98% ¢ OTU1), a Takke m0-
J1s1 6akTepuii poga Gemmobacter ¢ 0.04 1o 3.7%, B Xo-
TOPBIIA BXOISIT reTepoTpodHble OaKTepuu, SIBISIO-
muecst ¢pakyabTaTUBHBIM aHaspodamu (Rothe et al.,
1987).

MHUKPOBMOJIOTUA Ne 1
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beranporeobakrepun, TOMUHHUPYIONIE B OOIb-
IIMHCTBE MCCJIEIOBAHHBIX MUKPOOHBIX COOOIIECTB
AKTUBHBIX WJIOB IIPOMBIIIJICHHBIX OYUCTHEIX COOPY-
xenuii (Yu, Zhang, 2012; Wu et al., 2019), B cocTtaBe
CcoOOIIIeCTBa HaIllero 0MopeakTopa OBLIM TIPEeACTaB-
JIeHbl ceMmeiicTBoM Rhodocyclaceae. CremyeT oTMme-
TUTh, 9YTO B XOI€ Pa3BUTUS MUKPOOHOTIO COOOIIECTBA
CYILIECTBEHHO M3MEHSJIOCh COOTHOIIIEHUE N0JIeit po-
JIOB BHYTPU 3TOTO ceMeiicTBa. B yacTHOCTH, CHMKA-
JIach JoJs TpencrtaBurelieit poga Thauera (¢ 3.6 mo
0.1% ot ob1iero yrcia yreHuit). Mi3BecTHO, 4TO 3TN
MUKPOOPTraHU3MbI CIIOCOOHBIE pasjaraTh IIMPOKUIA
CIIEKTP OPraHUYECKMX KHUCIOT U apOMaTUIECKUX CO-
enuHeHuii (Mechichi et al., 2002; Mao et al., 2010). B
TOXE BpEMS, YBEIWYWIMCH MOJU IIpPeACTaBUTENICH
pona Zoogloea (¢ 0.09 no 11.5%), KOoTOpbIii BcTpeua-
eTcs B COCTaBe OOJBIIMHCTBA MUKPOOHBIX COO00-
IIECTB aKTUBHEIX WJI0B (Zhang et al., 2012; Wu et al.,
2019) u peacraButeneii pona Dechloromonas cemeii-
ctBa Rhodocyclaceae — ¢ 0.74 no 11.1% ot Bcex 1ociie-
nmoBatenbHoOcTell TeHa 16S pPHK. PoacTtBeHHBIE UM
MUKPOOPTraHU3MbI ObUIM HaliIEHBI B MUKPOOHBIX CO-
o0IIlecTBaX pa3IMUYHBIX OYMCTHBIX COOPYKEHUM, B
YaCTHOCTH, OJIKaiilie mocjie10BaTeIbHOCTY TEHOB
16S GbLIM HaiineHbl B a3pooHOM depMeHTEpe B K-
tae (LT841763 — 99%, 1'T842295 — 99% wuneHTN4-
HocTb) (Dasgupta et al., 2019). B coctaB cemeiicTBa
Rhodocyclaceae Bxomar docdar-akKKyMyIupyrOIIe
opraHu3Mhbl, B dYacTHocTH, BuA “Ca. Accumuli-
bacter”, KOTOpbIii TOMUHUPYET B OOJIBIIIMHCTBE MUK-
POOHBIX COOOIIECTB IIPOMBIIIIEHHBIX COOPYKEHUM
MO OYMCTKE CTOYHBIX BOJ OT coeanMHeHMi dpocdopa
(Bond et al., 1995; Mao et al., 2015; Barr et al., 2016;
Hopodees u coanrt., 2019). B 1abopaTopHom Guope-
aKToOpe B MOMEHT 3arpy3Ku aKTUBHBIM MJIOM OUMCT-
HBIX coopyxeHuit Oaktepuu Ca. Accumulibacter
OXUIaeMO UIeHTU(UIIMPOBAINCH U OBLIN IIPEACTaB-
neHbl 1ByMs1 OTE, moim KOTOpBIX COCTaBISIIM BCErO
0.01 1 0.2% u uUMe BBICOKOE CXOJIICTBO C TTOCIEI0OBA-
TenbHOCTSIMHU TeHa 16S pPHK, BEIsIBIIeHHBIX B SBR-pe-
aKTope 1o ynajaeHuio docdopa (MIEeHTUIHOCTh TEHOB
16S pPHK 96%, HMO046420) u GuopeakTopax IO
OYMCTKE CTOYHBIX Bom (99% WAEHTUYHOCTU C
LR637422) (Bond et al., 1995; Mao et al., 2015). Ox-
HAKO B Ipolecce KyJIbTUBUPOBAHUS JIOJISI 3TUX OpTa-
HHM3MOB CHIXXAJIACh, M K KOHILY paOOThI OMOpeakTopa
OHM He OOHAPYXKMBAJIMCh B COCTaBE MUKPOOHOTO CO-
obmiectBa. Takum 06pa3oM, B CKOHCTPYUPOBAaHHOM
OropeakTope B Ipollecce MUKINIECKOTO KyJIbTUBU-
poBaHus pa3BUBaiIUCh IpeacrtaButein @AO, KOTo-
pble He ObLIU XapaKTepHBI IS KPYITHOMACIITaOHbBIX
OYMCTHBIX coopyxkeHuil (Artan, Orhon, 2005).

B 3akimoueHne cliiemyeT OTMETHThb, UYTO MCITONIb30-
BaHHOE HAMM TOCJIeIOBATEIbHO-TIEPUOANYECKOE KYTb-
TUBUPOBAHKE MO3BOJIUIIO ITOJYUYUTH (hocdaT-aKKyMy-
JIMpyIollee MUKPOOHOE COOOIIECTBO, OTIIMYAIOIICE-
cs1 OT cooOI1IecTBa (PIOKKYIUPOBAHHOIO aKTUBHOIO
Wjia IPOMBIIIIIEHHOTO a3POTEeHKA, UCITOJIb30BAHHOIO
B KaueCcTBe MHOKYJISATa, OOJIbIIEi i TOMOTEHHOCTBIO U

MUKPOBUOJIOTUS Ne 1

ToM 90 2021

HU3KOM IUIOTHOCTBIO Tomyssiiuu. KojmaecTBeHHbIE
M3MEHEeHUST KOHLIEHTpaluu (ocdaTtoB B aHa3pOOHbBIH
¥ a3pOOHBII IEpUOAEI 1 UTOTOBOES CHIDKEHHE COAEP-
XaHus docdopa B cpeAe yKa3blBaau Ha pa3BUTHE B
OomopeakTope GakTepuii, KOTOpPbIE OTBEUAIOT 3a yaa-
JeHue docdopa aHAJOTMYHO MpoLeccaM OMOJIOTU-
yeckoro ypajieHum ¢ocdopa akKTUBHBIM WJIOM B
OYHNCTHBIX cOoopyKeHUsIX. OOBIYHO conepxkaHue ¢oc-
¢opa B CTOUHBIX Bojax cocTapisieT 4—8 mr/a (Qasim,
Zhu, 2017) n cHMXaeTcs 10 KOHIIEHTpAllu MeHee
1 mr/n. Ilpu 3TOM KOHLIEHTpalLUs aKTUBHOTO WJja B
IIPOMBIIUIEHHBIX peaKTOpax KakK IIPaBUJIO HAXOIUTCS
B mipenenax 2—4 r/ia. B Hamux akcnepuMeHTax IIpu
KOHIIEHTpallMM OuoMacchl Ha IIOPSI0K MEHbIIe
(0.2 r/n1), 4yeM B MPOMBILILIEHHBIX OYUCTHBIX COOPY-
XKEeHUX, ynaneHue pocdopa nocturaio 12 mr/i1, 4to
Ha MOPSIAOK BBIIIE MO YIAEJbHBIM ITOKa3aTessIM yaa-
JneHust ochopa Ha eAMHUILYY OMOMACChl aKTUBHOTO
wia. [TorydeHHbIE pe3yJIbTaThl HO3BOJISIIOT CIEJIATh BhI-
BolI 00 3(p(PEeKTUBHOCTH MCIOIL30BaHUS TI0CJICIOBA-
TEJIbHO-IIEPUOIUYECKOIO CIT0co0a KYJIETUBUPOBAHUS
aKTUBHOTO WJIa OYMCTHBIX COOPYXEHMIi, B IIPOILIECCE
KOTOPOTO B JIAOOPATOPHOM OMOpEeaKkTOpe pa3BUBAJIOCH
MUKPOOHOE COOOIIECTBO C BBICOKMM COACPXKAHUEM
(ocdar-akkyMyIMpyOINX OaKTEPHIA.

MuKkpocKkonuyecknue MeTolibl UCCIe0BaHUS T10-
KaszaJiu HaKoTieHue ¢hocdopa B BUie IpaHy B KJIIET-
Kax pa3Hoit Mopdosorun, YTO CBUIAETEIHCTBOBAIO O
pa3sBUTUM pa3HbIX IpeacraButelieil rpymnnsl DAO B
MUKPOOHOM cood1uecTBe. MoJieKyIsIpHO-01O0I0TH -
YecKre MEeTOIIbl He TOJIbKO MOATBEPAWIM Haludue
dochar-aKKyMyIupyIoIInux 0aKTEpHil B COCTaBE CO-
o0l1IecTBa, HO U TO3BOJMIN MPOCIEINTb TUHAMUKY
pasButus coobiectBa @AO B 11€710M U OTIPEIETUTD
JOMMHUPYIOLLUX TIpeACTaBUTEIE OSTOM TpyIIbl
MUKPOOPraHu3mMoB. MHTepeCHO OTMETUTD, YTO B aK-
TUBHOM WJIE OYMCTHBIX COOPYXXEHUM, KOTOPBII HC-
MOJIb30BAJIM KaK MHOKYJISIHT, ObLJIU UAEHTU(DULIUPO-
BaHbl M3BECTHbIe OakTepuu cemeiictBa Rhodocycla-
ceae — “Ca. Accumulibacter”, KOTOpble CUUTAIOTCSI
TUITMYHBIMU JIJ11 OYUCTHBIX COOpYKeHUlt. OHU ObLIN
npencrasieHbl AByMst OTE, 61M3KUMU K TTocenoBa-
TelbHOCTSIM TeHa 16S pPHK, paHee o6HapykKeHHBIM
B SBR-peakTope 110 ynaneHuio pocdopa (MaeHTHY-
HocTh reHoB 16S pPHK 96%, HM046420) u 6uope-
aKTOpax 110 OYMCTKE CTOUYHBIX BOM (99% MaeHTUUHO-
ctu ¢ LR637422) (Bond et al., 1995; Mao et al., 2015;
Barr et al., 2016; Welles et al., 2017; JlopodeeB u
coasT., 2019). OnHako B mnpolecce paboThl Jabopa-
TOPHOTO OMpeakTopa 10J1s1 ITUX OPTaHNW3MOB CHUXA-
Jack. B MoMeHT Hanbosee 3¢h(HEKTUBHOTO yaaTEeHUS
dochopa MHMKPOOHBIM COOOIIECTBOM OaKTEpUU
“Candidatus Accumulibacter phosphatis” He OBLIM
UIeHTU(GUIMPOBAHbI B €ro cocrase. JJoMHMHUpPYIO-
IIUMU TPyTIIIaMHu B 3TOT MOMEHT ObLIU MpeacTaBUuTe-
1 cemeiictBa Rhodocyclaceae, oTHOCsIIIIMECST K PO-
nam Dechloromonas v Zoogloea, nojisi MOCAeA0BaTEIb-
HocTeil reHa 16S pPHK koTopbix yBennuuiach 3a
BpeMs paboThl peakTopa MaKCUMaJIbHO MO CpaBHe-
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HUIO C noJieii mocienoBaTeIbHOCTEN Apyrux Oak-
TEPUIA.

Bbaxkrepuu pona Zoogloea yacTo BCcTpeuaroTcs B ak-
TUBHBIX WJIaX OYMCTHBIX coopyxkeHuii (Barr et al.,
2016; Wu et al., 2019). B psime paGoT cooGI1anoch o
COBMECTHOM HaKOIUJIECHUM TIpelcTaBUTENeil POmoB
Zoogloea n Dechloromonas B OmopeaKkTopax I10 yaajiae-
HUIO (ocdopa B IeHUTPUPUIIMPYIOMINX YCIIOBUSIX
(denitrifying phosphorus removal) (Bond et al., 1995).
By BeIcKa3aHBI TIPEINOI0XEHUS O TOM, YTO OaK-
Tepun pona Zoogloea MOTYT OBITh TTIOTEHILIMAILHBIMU
DAO (Shao et al., 2009). Tak y eTMHCTBEHHOTO BUAa
Zoogloea ramigera ObUIM OOHApPYKE€HBI BHYTPUKIIC-
TOuHbIe I'paHyJ BojroThuHa (Roinestad, Yall, 1970).
MUKpOOpraHu3Mbl, pOJACTBEHHbIE OaKTEpUsIM poja
Dechloromonas, 6b11 HalileHbI B MUKPOOHBIX CO00-
IIECTBaX PAa3JIUYHBIX OUYMCTHBIX COOPYXEHUil, B
YaCTHOCTH, OJMKANIMe K 3TOMY POAYy ITOCJienoBa-
TEJIbHOCTY TeHOB 16S ObLIM MAeHTU(GULIMPOBAHLI B
aspooHoM (pepmeHTepe B Kurae (LT841763 — 99%,
L’T842295 — 99% unentuuynocts) (Bond et al., 1995;
Mao et al., 2015; Welles et al., 2017; Dasgupta et al.,
2019).

Takum o6pa3zoM, pexXuM padOTHI 1a0OPATOPHOTO
OropeakTopa ¢ HMKINYECKUM ITOCIIeIOBaTEIbHO-TIE-
pUOANYECKIM CIIOCOOOM KYIBTUBHPOBAHMSI MUKPOO-
HOTO COOOIIECTBa aKTUBHOTO MJIa OYMCTHBIX COOpPY-
XKEHUI OKazajicsl HeONIarompUsITHBIM UISI pa3sBUTHS
TUTIMYHBIX TSI OYMCTHBIX coopyxeHuil Candidatus
“Accumulibacter phosphatis” cemelictBa Rhodocycla-
ceae N JaBaJl IPEUMYILIECTBO [IJIsI pOCTa APYTUX IIpei-
CcTaBHUTEJICH 3TOM (PM3MOJIOTHIECKOM rpynIibl. B cocra-
BE COOOIleCTBa ObUIM MIEHTU(UILIMPOBAHBI MpeacTa-
BWJIY IBYX OIPYIUX POHIOB 3TOr0 ceMeiicTBa — ponoB De-
chloromonas m Zoogloea, Kotopbele 3(PheKTUBHO
yaajisii pocdop u3 cpeasbl.

OMHAHCUPOBAHUE PABOTHI

PaGoTel BEIMOMTHEHBI TP (UHAHCOBON ITOIIEPXKKE
Poccuiickoro ¢oHma hyHIaMeHTaIbHbIX UCCIIEIOBAaHUI B
paMKax mpoekToB 18-29-25016 (pa3paborka LITM u c6op
YCTAaHOBKM, MOP(MOJIOTUYECKUI aHaTU3 MUKPOOHOTO CO-
00IeCTBa, MUKPOCKOIIMPOBAHUE, XUMHUUYCCKUI aHAIN3,
MOJIEKYJISIDHBII aHaJIM3 MUKPOOHOTO COOOIIECTBa B X0/
pabotel GuopeakrTopa) u 18-34-00627 (aHanu3 cocrasa
MHUKPOOHOI'O COOOIIeCTBAa aKTMBHOTO WJIa), a TaKXKe, 4Ja-
CTUYHO, ITpY (pMHAHCOBOI IToAnepkke MuHoopHayku PO.

COBJIIOJEHUE OTUYECKUNX CTAHIAPTOB

Hacrosias cratbst He COIACPKUT PE3YyJIbTaTOB UCCJIC-
I[OBaHPIfI, B KOTOPBIX B KAaY€CTBE 00BEKTOB MCIOJIb30Ba-
JIUCH JIIOOU UJIU 2XKMBOTHBIC.

KOH®JIMUKT MHTEPECOB

ABTOpI:J 3adBJIAIOT OTCYTCTBUEC KOH(bHHKTa MHTEPECOB.

BKIJIAJI ABTOPOB

B.A. I'paués, A.I'. lopopeeB — cObopka u moamepka-
HUe J1abopaTOpPHOI YCTAaHOBKU MO KYJIbTUBUPOBAHUIO
DAO; B.B. Copokun, U.K. JopodeeBa — 3j1eKTpOHHAS
MUKpOCKonus 1 1emMeHTHbIM aHanu3; FO.FO. bepecroBckast,
A.B. TleneBuna, 0.A. HukonaeB, H.B. [lumeHOB — XumMu-
YeCKUil aHaJIu3, MUKPOCKOITMPOBaHUE, aHAJIU3 JaHHbIX,
"Hanucanue cratbu; P.JO. Kotmsapos, A.B. benenxwmii,
H.B. PaBuH, A.B. MapaaHoB — BbIJeJIecHUE MeTareHOM-
Hoii JIHK, cexBeHrpoBaHMe M aHAJIN3 ITOC/ICA0BATEIbHO-
creit renoB 16S pPHK, noaroroeka craTbhu.
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Abstract—Formation of a community of phosphate-accumulating microorganisms (PAO) in a laboratory se-
quential batch bioreactor ensuring alterated aerobic and anaerobic conditions during periodic removal and
addition of the medium were investigated. The bioreactor removed 50% phosphorus from the incoming me-
dium after 22 days from the start-up. Microscopy and X-ray microassay revealed the of cells of diverse mor-
phology that contained phosphorus-enriched granules. High-throughput sequencing of the 16S rRNA gene
fragments carried out on days 0, 8, 15, and 22 showed changes in the community composition and its decreas-

MUKPOBHUOJIOTUA Ttom 90 Ne 1l 2021



MUKPOBHBIM KOHCOPLIMYM, OCYIIECTBJIAIOUINN YIAJIEHUE ®OCDHATOB 89

ing diversity. On day 22, approximately twofold increase of the relative abundancies of Bacteroidetes (up to
43% of the 16S rRNA gene sequences) and Proteobacteria of the classes alpha (up to 15%) and beta (up to
27%) was observed. While at the onset of the reactor operation, typical PAOs related to “Candidatus Accu-
mulibacter” (class Betaproteobacteria) constituted 0.2% of the community, they were not detected on day 22.
The most likely PAO candidates were beta-proteobacteria of the genus Dechloromonas, the share of which in-
creased from 0.7 to 11% by the time of the highest phosphorus removal from the inflowing medium. The
relative abundance of denitrifying heterotrophs of the genus Zoogloea (family Rhodocyclaceae) increased from
0.1 to 11.5%. Apparently, the operation mode of the bioreactor provided favorable conditions for the process
of denitrifying phosphorus removal and selection of the appropriate PAO.

Keywords: phosphate-accumulating organisms, activated sludge, bacteria with a cyclic type of metabolism,
volutin granules, family Rhodocyclaceae, Dechloromonas, Zoogloea, “ Candidatus Accumulibacter”
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enpio paGoOThl SBISITIOCH M3yUYeHUE 3aBUCHMMOCTH CKOPOCTH OWOBBIIIETAYMBAHUS MEAW M IIMHKA U3
MBIIIBbIKCOAEPKAILETO METHO-LIMHKOBOIO KOHIIEHTpaTa, coaepxaiero 16% Cu, 5.3% Zn u 1.36% As, ot
TeMIepaTyphl M IPUCYTCTBUS B Cpelle OPraHUUECKOro MCTOYHUKA YTiiepona (IpoXKeBoro aKcTpakra). Oc-
HOBHBIMM MMHepajlaMM KOoHLeHTpaTa 6butn xansKonuput (CuFeS,), TenHaHnTUT (CupAS,4S 3), chaneput
(ZnS) u nupur (FeS,). B paboTe ucnosp3oBagach CMelIaHHasl KyJbTypa yMEPEHHO-TEPMO(UIBHBIX alld-
NOGWIBHBIX MUKPOOPTAHU3MOB, OKUCISIIONIMX Cepy M IBYXBaJIEHTHOE KeJIe30, COCTOSIIAsl U3 IITAMMOB
Acidithiobacillus caldus MBC-1, Sulfobacillus thermosulfidooxidans SH-1 n Acidiplasma sp. MBA-1. Dkcne-
PUMEHTBI TTPOBOAMIN B Koyi6ax co 100 M1 MUHEpaJIbHOM Cpelibl U 2 T KOHIIEHTpATa Ha pOTallMOHHOI Kayajke
B TeueHue 30 cyr npu temnepatypax oT 40 1o 60°C. bbuIo MoKa3aHO, YTO CKOPOCTh BBILIECIAYMBAHUS MEIU
3aBHCeJIa U OT TEMIIepaTyphl, U OT IPUCYTCTBUS IPOXKKEBOTO 3KCTpakTa. Tak, CTereHb BhIIIEIauMBaHNS Me-
ITA BO3pacTajia C yBeJIMUCHUEM TeMIIepaTyphl, a CTETIeHb BHIIIEIaYMBaHsI IIMHKA 3aBUCENIa OT TeMIIepaTyphbl
B MeHbllIel cterieHd. [1pu 3ToM B PUCYTCTBMM OPraHMYECKOro MCTOYHWKA yIyiepoja B cpelie OMOoBBIILIeIa-
YMBaHUE U MEIU, U LIMHKA ITPOMCXOIMIIO aKTUBHO IPU BLICOKMX TeMIieparypax (55 1 60°C), Toraa Kak B 3KCIIe-
PUMEHTaX CO Cpeoi 6e3 IPOXKKEBOr0 AKCTPAKTa aKTUBHOCTD BbIIIIEIaUMBAaHUSI LIBETHBIX METAJIJIOB M3 KOHIIEH-
TpaTa Ipu JaHHBIX TeMIIepaTypax ObL1a ropasno Hike. B To ke Bpemst mpu remneparypax 40—50°C akTUBHOCTh
BBIIIEJIaYMBaHUS B MEHbBIIIEH CTeTIEeH! 3aBUCesIa OT MPUCYTCTBUS B Cpejie OpraHNYeCKOTro UCTOYHUKA YIJIe-
pona.

KimoueBble cjioBa: 0MOTUAPOMETAILTYPIUsl, auua0(GUIbHbIE MUKPOOPTaHU3MBI, XaIbKOIIMPUT, TEHHAHTUT,

cynbQUAHBIE TTOTMMETAUTNIECKNE KOHLIEHTPATHI
DOI: 10.31857/50026365620060038

BuornnpomMeramIypruaeckie TEeXHOJIOTUM, K-
POKO TIPUMEHSIEMbIE B IPOMBIIIUICHHOM MacIiTabe
JUISI M3BJIEYEHUS OJIarOPOIHBIX (3010TO, cepedpo) U
IIBETHBIX (MeIb, HUKEIb, IINHK, YpaH) METaJUIOB U3
CyIbGOUIHBIX Py M KOHIIEHTPATOB M OCHOBAaHHBIE Ha
Mpoleccax OKUCIAEHUS CYIb(MUIHBIX MUHEPAIOB
anmuoO@UILHBIMUA XEJIe30- U CEePOOKUCISIIOMMMU
MHMKPOOPTaHMU3MaMH, TTONPAa3IEISTIOTCSI Ha TEXHOJIO-
TMM Ky9HOTO ¥ YaHOBOTO (peaKTOPHOT0) OMOBHIIIIEIA-
ypBaHug (Johnson, 2014; bymaeB u coaBt., 2016).
HyXHO OTMETHUTB, YTO M3-3a OTHOCUTEIHLHO BEICOKUX
3aTpaT peakToOpHOe OMOOKHCIEHUE OOBIYHO MpUMe-
HSIETCS IS M3BJICYCHUsI M3 KOHIIEHTPATOB GJIarOpOI-
HBIX METAJUIOB, TOT/A KaK MepepaboOTKy KOHIIECHTPATOB
LIBETHBIX METAJIJIOB OOBIYHO BBITOIHEE OCYIIECTBIISITD C
TTOMOIITBIO TTUPOMETAIUTYPIIYecKuX TexHosoruit (by-
JaeB U coasT., 2016; World Copper Factbook, 2017;
Pietrzyk, Tora, 2018). ITpu aTOM 1151 U3BICYECHUS 1IBET-
HBIX METAJJTIOB OOBIYHO MCHOJIB3YeTCST KydHOe GHO-
BBINIIEJIAYMBAHNE, KOTOPOE MO3BOJISIET PEHTA0ETbHO
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nepepadaTbiBaTh OeAHBIE PYObl IIBETHBIX METAJIOB
OJrarogapsi HU3KOM ce0eCTOMMOCTH Tpoliecca, He Tpe-
OYIOILIETO CJIOKHOTO aIlmapaTypHOro oGOpMIICHUS
(Gentina, Acevedo, 2013; Johnson, 2014; bynaeB u co-
aBT., 2016).

[IpakTnka mpuMeHEeHMs OMOTUIPOMETAJLIypPIU-
YEeCKHUX TEXHOJIOTUI IT0KAa3bIBaeT, YTO peaKTOpPHOE
OMOBBIIIETaYMBAHIE MOXET YCIIECIITHO IPUMEHSITHCS
JUIST U3BJICUEHUS LIBETHBIX METaJIJIOB U3 KOHIIEHTpa-
TOB, KOTOpPBIE HE MOTYT OBLITh TIepepadoTaHbl MUPO-
METaJUTypra4eCKUMM METOAaMU 13-3a OCOOCHHOCTEM
cocTaBa (OTHOCUTEIBHO HU3KOE COAEPKaHUE LIEHHBIX
KOMITOHEHTOB, HaJl4ue IIpuMeceii, KOTOpble HEBO3-
MOXKHO YAaJIWTh Ha 3Tare o0oralieHusl, BBICOKOE CO-
JlepxKaH1e TOKCUIHbBIX 25eMeHTOB) (ByiaeB u coaBr.,
2016). Hampumep, ObIIO NMPOAEMOHCTPUPOBAHO, YTO
peakTopHOe OWOBBHINICIAYNBAHUE MOXET OBITh
YCIEIIHO MCITOJIBb30BaHO WIS IIepepabOTKU CYIb(pUI-
HBIX KOHIIEHTPATOB, COAEPXKAIIIMX KOOAJIbT, HUKEIb,
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Menb 1 1mHK (Morin, d’Hugues, 2007; Gericke et al.,
2009; Neale et al., 2017).

OnHoit 13 IpUYNH, KOTOPasi BBIHYKIAET UCITOIb-
30BaTh I'MAPOMETA/UTypPTUYECKHe TEXHOJIOIMM (B TOM
qyuclie OMOBBIIIEIaYMBaHNE) IJIs IIepepabOTKU pyI U
KOHIIEHTPATOB LIBETHBIX METAJIJIOB, SIBJISICTCSI BHICO-
Koe comepxaHue Mblbgka (Marsden, House, 2006;
Neale et al., 2017). Hanpumep, 3o0yi0TOCOAEpXKAIIINE
KOHIICHTPAThI YaCTO COAEpKaT MIUHEPAl apCEHOIIMPUT
(FeAsS), moatomy Iipu uX IepepadOTKe C MOMOIIIBIO
MMPOMETAILTYPIrUUICCKIX TEXHOIOTUIA (00KMTa) BOZHM-
KaloT IIpOOJIEMBI C Ta30BBIMU BHIOpOCAaMM, IIOJIHAS
OYMCTKA KOTOPBIX OT BHICOKOTOKCUYHBIX JIETYYUX OK-
CUIOB MBIIIBSKA As,O; 1 As Oy, 00pasyrommxcs npu
00Xure, IMpeAcTaBiIsIeT CO00M TEXHOIOTMYECKYIO IIpO-
oinemy (Marsden, House, 2006). [TostoMy mist UX me-
pepaboTKY MOBCEMECTHO UCTIOJIB3YIOTCS TEXHOJIOTU N
pPEaKTOPHOTO OMOOKUCIECHMS Y aBTOKJIABHOTO OKMC-
JICHWSI, KOTOPBIC MO3BOJISTIOT M30erath 00pa3oBaHMs
TOKCUYHBIX Tra30BbIX BbIOpocoB (Marsden, House,
2006; Mahmoud et al., 2017). B ®unngHouu cyie-
CTBYET IIPEAIIPUSITHE, KOTOPOE UCIIOJIb3YET PeaKTOp-
Hoe GUOBBIIIeTaYMBaHUE IJIS1 U3BJACYESHUST HUKENS U
KobOanbTa M3 CyIb(MUIHOro KOHIIeHTpaTa. Tak Kak
KOHILIEHTPAT COAEPXUT OKoJIO 1.5% MEllIbsIKa, ero
HeJIb3sl HAMpaBJIsITh Ha TTMPOMETAJUTYPTMUECKYIO TIe-
pepaboTKy, ¥ TTO3TOMY IJISI €T0 IIepepabOoTKN UCIIOIb-
3yeTcs peakTopHoe OuoBbllienaurBaHue (Neale et al.,
2017).

IlepcriekTBHOIT 00JACTBIO IUIST TIPUMEHEHUS
OUOTUAPOMETAILTYPTUYECKUX METOAOB MOXET OBITh
repepaboTKa MBIIIBIKCOASPXKAIIMX PY/I Y KOHLIEHTPa-
ToB Meny. Hanbosee pacripocTpaHeHHBIM MITHEPAJIOM
Meau, o0jafaollMM U HauOOJbIIMM 3HAYEHUEM IS
MEeTaJUTypruu, sIBIsIETCS CyAb(MUIHBI MUHEpal Xalb-
konupuTt (CuFeS,). XanbkonupuTHble KOHIIEHTPATHI,
roJjiyyaeMble U3 CyJIbOUAHBIX PYI C TOMOIIBIO (J10-
TallMOHHOTO oOoraileHus, obaagaplIne T0CTaTou-
HO BBICOKUM COJIepXXaHMEM MEIW U He coaepxalliue
0OJIBIIIOTO KOJUYECTBA IPUMECE, MOTYT YCHEIIHO
rnepepadaTbIBaThCs C TIOMOILBIO TUPOMETAJUTypruye-
ckux TexHoxoruii (Watling, 2006; Baba et al., 2012).
OnHako, U3 MHOTHMX MEIHBIX Pyl M3-32 OCOOEHHO-
cTeii MUHEpaJIbHOTO COocCTaBa HE BCerga BO3MOXKHO
MOJIyYUTh KOHIIEHTPAThl, MOJHOCTbIO OTBEYAIOIINE
TpeOOBaHUSIM ISl TUPOMETAJLIYpPTUUECKOM TIepepa-
o6otku. Tak, mpoOeMoii IBIsIETCSI TPUCYTCTBUE B PY-
nax cyab(UIHBIX MUHEPAIOB MeEIM, COAEpKallluX
MBIIIbSK, HaripuMep 3Hapruta (Cu;AsS,) U TEHHaH-
tuta (Cu,As,S3) (Filippou et al., 2007; Diaz et al.,
2018). B psime paboT OBUIO UCCIIeIOBAHO OMOBHIIIEIIA-
YMBAaHUE MEIHBIX PYyJ 1 KOHLICHTPATOB, COACP2KAIIX
MbIIbsIK (Diaz et al., 2018). B yacTHocTH, B OTHOI 13
paboTr wucciienoBaiu OWOBBIIIETAUMBAHUE KOHIIEH-
TpaTta, coaepXKallero YHapTuT IpH TeMIepaTypax 35
" 68°C Me30(WILHBIMU 1 TePMOQDUIBHBIMU MUKPO-
OopraHuM3MaMu COOTBETCTBEHHO. bblIo ToKa3aHo,
YTO BbIIlIeJIaYBaHUE MEIU U3 IHAPTUTA 3aBUCEJIO OT
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TeMITepaTyphl, U TIpu GoJjiee BBICOKOM TeMIlepaType
OBLJIO BBILLIEJIOUEHO Ha MTOPSIA0K OOIbIIEe MEIU, YEM B
Me30(IIBHBIX YCIOBUSX (84 1 8% COOTBETCTBEHHO)
(Munoz et al., 2006).

Pa3paboTka TEXHOJNIOTMYECKUX TIOAXOIOB JUIST
OMOBBIIIIEIAYNBAHUS PA3HBIX TUTIOB CHIPhSI TPEOYeT
MMOHMMAaHUsI 3aKOHOMEPHOCTEM TPOLIECCOB BhIIIEIA-
YUBaHUS, KOTOPHIE OIPEIEIISTIOTCS pasHBIMU (haKTO-
pavu. CynbpuaHbIe KOHIEHTPATH Conep:KaT Bcerma
LEJbIA psifi CYIb(PUIHBIX MUHEPAIOB, MEXaHU3MBI
OMOOKMCIIEHUST KOTOPBIX pasznnyatorcs. Kpome Toro,
B Ipoliecce OMOBBIIIEIAYNBAHUS CYTb(UIHBIX KOH-
LIEHTPATOB MEXIy MHHepajJaMu MPOUCXOAST 3JIeK-
TpoxuMmdeckue B3aumoneiicteus (Jyothiet al., 1989;
Schippers, Sand, 1999; Mahmoud et al., 2017). buo-
BBIIIIEJIAYMBAHUE CYIb(PUIHBIX MHHEPAJIOB 3aBUCUT
OT PUBUKO-XMMIYECKIX (DAKTOPOB CPEIIBI, a TAKKE OT
cocTaBa MUKPOOHOI KyJIBTYPBI, KOTOpasi OCYIIIECTB-
JISIET mpoliecc ouoBkiienaunBaHus (KoHaparseBa u
coaBT., 2015). B IIpOMBIIIIJIEHHBIX YCIOBUSIX peaK-
TOPHOE OMOBBIIIIETAYMBAHNE HE TIPOBOIUTCS B acell-
TUYECKUX YCIIOBUSIX, TIO3TOMY BCETIa OCYIIECTBIISI-
IOTCSL TIOMYJISIIIUSIMA MHUKPOOPTaHU3MOB, KOTOpPBIE
dbopMupyloTcs B mporiecce OMOBBINMICTIAYMBAHUS 1
COCTaB KOTOPBIX 3aBUCUT OT YCJIOBUI mpoliecca, a
TaKKe OT MUHEPaJIbHOTO cocTaBa chIpbst (KoHmpaTheBa
u coaBT., 2015). Tak Kak mpoliecchl OMOBBIIIIEIAYBA-
HUSI B TIPOMBIIIJICHHBIX YCJIOBUSIX COITPOBOXIAIOTCS
MMOBBIIIEHUEM TeMIIepaTyphl, TO IOMUHHPYIOT B
MUKPOOHBIX MOITYJISIINAS OOBIYHO YMEPEHHO-TEPMO-
¢uIbHBIE MUKPOOPTaHU3MBI, TaKMe KaK MpeacTa-
BUTENI ponoB Oaktepuil Acidithiobacillus (ymepeH-
HO-TepMOMIILHBIN TIpencTaBUTENb poma — BUI
A. caldus) n Sulfobacillus n apxeit Acidiplasma v Fer-
roplasma cemeiictBa Ferroplasmaceae (Rawlings et al.,
1999; Okibe et al., 2003; Dopson, Lindstrom, 2004;
van Hille et al., 2011; Bulaev et al., 2017). Mukpoop-
TaHU3MBI, KOTOpBIE IPUCYTCTBYIOT B MOMYJISIIHSIX,
OCYIIECTBJISTIONINX TIPOIIeCCHl OMOBBITIEIaYNBAHMS,
pa3auyaloTCs MO CBOUMM (DU3UOJIOTUYECKUM CBOM-
ctBaM (omTHUMaibHas TeMmmepaTypa, pH, ycroitam-
BOCTB K Pa3TMIHBIM MOHAM TSIKEJIBIX METAJIJIOB), TTO-
5TOMY B Pa3HBIX YCIOBUSIX B MOMYJSIIUU MOTYT J0-
MUHUPOBATh pa3Hbie BUIBI MUKPOOPraHMU3MOB, TO
€CTh B 3aBUCMMOCTH OT YCJIOBHMIT OCHOBHO# BKJIaIl B
OMOBBIIIEIaYMBaHUE CYJIb(MUIHBIX KOHLIEHTPATOB
MOTYT BHOCUTb pa3Hble BUIBl MUKPOOPIaHU3MOB.
Takum o6pa3om, TIepen ITpoBeaIeHNEM TeXHOJIOTIe-
CKUX WCTIBITAHUI TpeOyeTcsl MpeaBapUTesIbHO MPOBO-
JIUTH JIAOOPATOPHBIE UCCIIEIOBAHNSI 3AKOHOMEPHOCTE,
KOTOPBIE OTIPEHeISTIOT 3(D(HEKTUBHOCTH OMOBHIIIIEIIAa-
YUBaHUS PAa3JIUUHBIX TUTIOB ChIPbSI.

Lenpro manHOI pabOTHI OBIIIO U3YYESHME ITpoliecca
OMOBBIILIEIAYMBAHUS TOJIUMETAJNIMYECKOTO MEITHO-
LIMTHKOBOTO KOHIIEHTpaTa C BBICOKMUM COIepKaHUEM
MbIIIbSIKA CMEIIAHHON KYJIbTYpOii yMEpeHHO-TEp-
MOQUIILHBIX MHUKPOOPTaHM3MOB, IpelcTaBUTEICH
TPYIII, JOMUHUPYIOIIVX B TEXHOJIOTMYECKUX IPOLIEC-
cax, B pa3JIMYHbBIX YCIOBUSIX U151 OIIPEASACHUS BISTHUS
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Taommma 1. dusnonornyeckre CBOMCTBA TaMMOB, UCITOJIB30BaHHBIX ITPU ITPOBCACHUU SKCIICPUMEHTOB

JoHop VYrneponHoe Temnepatypa, °C
ITamm N
3JIEKTPOHOB nuTaHue (onTUMYM/BEpPXHUI TIpenesn)
Acidithiobacillus caldus MBC-1 S0 ABTOTpOd 45/53
Sulfobacillus thermosulfidooxidans SH-1 | Fe2* S0 Mukcotpod 50/60
Acidiplasma sp. MBA-1 Fe2*, S0 T'ereporpod 50—-55/63

Ha MPOoLIeCC BBILIEIaYMBaHUSI METAJUIOB TEMIIEPATYPhI U
MPUCYTCTBUS B Cpeie OPTaHUYECKOTO UCTOYHUKA YT-
Jiepoja.

MATEPHAJIBI 1 METOIbI NCCITEJOBAHUA

O0bekThI HecaenoBannsa. OObEKTOM KUCCIICAOBAHMS
SIBJISITICS CYIb(UIHBIN KOHLIEHTpAT, comepKamuii 28 %
Fe, 16% Cu, 5.3% Zn, 1.36% As, 33.2% cynbpumHoit
cepbl, 2% cynbdaTHol cepbl U 0.4% 3516 MEHTHOI ce-
pbl. OCHOBHBIMU MUHEpajaMU KOHIIEHTpaTa ObLIU
xanpkonupuT (CuFeS,), teHHaHTUT (Cu;As,S;y),
chaneput (ZnS) u nuput (FeS,). KoHueHTpat ObLI
U3MeJIbYCH OO0 KPYITHOCTH He OoJjiee 75 MKM.

B pabote ObUIa McnOIb30BaHa CMEIIaHHAsT KYJib-
Typa YMEpPEHHO-TepMOMDWIbHBIX aluaA0GUIbHBIX
MUKPOOPTaHU3MOB, coaepKaliast InTaMMbl Acidithio-
bacillus caldus MBC-1, Sulfobacillus thermosulfidooxi-
dans SH-1 u Acidiplasma sp. MBA-1, BblnenecHHEIE
paHee M3 00pa3lioB pyld U MYJIbIIbI peaKTOPOB OMO-
okucneHnusi (bynaes u coant., 2012; Muravyov, Bu-
lacv, 2013). CaoiicTBa IITaMMOB IIPEACTaBICHBLI B
Ta6i. 1. HeobxommMo OTMETUTB, YTO CpeIr MCCIIEI0-
BaHHBIX IIITAMMOB BCE CIIOCOOHBI K OKHCJIEHUIO Ce-
pol, HO A. caldus MBC-1 saBisteTcss HanboJjiee aKTUB-
HbIM cepookuciauteaem (Enkuna u coanrt., 2020).

DkcnepuMenTsl. /U151 MpoBeneHUsT SKCIIEPUMEHTOB
Obl1a MCMOJIb30BaHA XXUAKas MUTAaTeIbHAsI Cpeaa, Co-
nepxaiiiasi MuHepaibHble conu (1t/1): (NH,),SO, —
3.0, KC1 — 0.2, MgSO, - 7H,0 — 0.5, K,HPO, — 0.5.
YT1o0Bl yCcTaHOBUTH HavyalibHbIM pH Ha ypoBHe 1.5, B
cpeny n00apisiid 1.5 MJ1/J1 KOHLIGHTPUPOBAHHON cep-
HOM KUCJIOTHI. I pocTa ABYX UCCIeIyeMbIX IITAMMOB
(S. thermosulfidooxidans SH-1 n Acidiplasma sp. MBA-1)
HEOoOXOIMMO HaJIMUME OPraHUYECKOTro MCTOYHUKA YT-
Jiepoa, MO3TOMY B CpeAy B OMHOM BapUaHTe 3KCIepH -
MEHTa BHOCWJIM OPraHUYECKUI MCTOYHUK YIyiepoa
(0.02% (m./06.) nposkKkeBOro aKcTpakTa (19)).

OMnBITHEL IPOBOAWIN B KOJ16ax co 100 M muTaTesib-
HOM cpellbl M 2 T KOHIIEHTpaTa Ha POTAIlMOHHOM Ka-
yajke (200 06./mMuH) B TeueHue 30 cyT. DKCriepuMeH-
ThI IpoBoaWwIM npu Temneparypax 40, 45, 50, 55 u
60°C. IlITaMMBI BO BCeX DKCIIEPUMEHTAX MHOKYJIUPO-
BaJli TakKuM oOpa3oM, 4YTOObI HayajbHasli YUCJICH-
HOCTBb KaXXJIOTO MUKPOOPTraHMU3Ma COCTaBJIsJIa TIPH-
mepHo 1 X 107 xu1/mi1.

Hna aHanu3a Tpoliecca OMOBBIIIeTaYUBaHUS OT-
onpamu mpoosI xkuakoi daszel Ha 10, 20 n 30 cytku. Bo

BCEX OTOOpaHHBIX Mpobax uaMepsyii pH, okucimTeb-
HO-BOCCTaHOBUTeNbHBIN noTeHIan (Eh), conepxkaHue
IIBYX- M TPEXBAJICHTHOTO 3KeJle3a, MBIIIbIKA, IIMHKA 1
Meau. KoHIIeHTpalrio HOHOB eJie3a B cpelie orpee-
JISLIU CTIEKTPO(OTOMETPUYECKHU POJAHUIHBIM Me-
TonoM (Pe3HukoB u coanr., 1970). ConepxxaHue Mbl-
IIbSIKA B CpeJie U3MEPSUTU C TIOMOIIIBIO METOIa aTOM-
HO-3MUCCHUOHHON CHEKTPOCKONMUU C WHIAYKTUBHO-
cBs3aHHOM T1asMoii. ComepkaHuWe IIMHKA W MEIn
U3MEpSIM Ha aTOMHO-aOCOPOLIMOHHOM CHEKTPO-
meTpe Perkin Elmer 3100 (CIIA). M3mepeHue naH-
HBIX ITApaMeTPOB TTO3BOJISIIIO CYIUTh 00 aKTUBHOCTH
MUKpoopraHu3sMoB. CremneHb  BbllIeJaYUBaHUSI
LIBETHBIX METAJIJIOB U3 MMHEpPaJIOB OLIEHWBAIU IO
KOHIIEHTpAIlM MOHOB MeIU 1 IIMHKA B Cpejie.

PE3VJIBTATBI 1 OBCYXIEHHWE

JaHHBbIe, ITOJTydeHHBIE B 9KCIIEPUMEHTAX Mo 610-
BBIIEIAYNBAHUIO KOHIIEHTPATA B PA3HBIX YCIIOBUSIX,
npeacTaBiieHbl Ha puc. 1—3. [TogydyeHHBIe pe3yJibTa-
ThI MOKA3BIBAIOT, YTO IIPUCYTCTBUE OPraHUYECKOIO
WCTOYHMKA YTJIepoJa BIUSJIO Ha MPOLECcChl GUOBHI-
HIeJIAYMBAHUS [IPU pa3HbIX TeMIIepaTrypax.

ITpu BbIlLIETAYMBAaHMY KOHLIEHTPATA B IPUCYTCTBUM
1D Bo Bcex YCIOBUSX, KPOME CTEPUIBHOTO KOHTPOJIS,
cHayvaja npoucxoamwio yBenmdeHue pH (mo 1.74—1.85)
(puc. la). INpu 60°C pH na 30 cyr rmocTeneHHO CHU-
xKaycsa go 1.53 (puc. la, KpuBas 5), Toraa Kak mpu
IpyTux Temrepatypax pH cHuXxajics no 3HauyeHMi
1.20—1.31 (puc. la, kpuBbie 1—4).

3nayenus Eh cpenpl npu remnepatypax 40—50°C
yke Ha 5 cyT akcnepumeHTa npesbicuiu 800 MB 1 Ha
MIPOTSI>KEHUH BCETO DKCIEPUMEHTA COCTABIISLIN 8§24 —
878 MB (puc. 16, kpuBble /—3), Toraa kak npu 55°C
3HaueHue Eh He nipesbicrio 800 MB 1 Ha 30 cyT cHu-
3ugock 1o 713 MB (puc. 16, kpusag 4). I[1pu 60°C 3Ha-
yeHue Eh 6bu10 oTHOCHUTETbHO HU3KUM (622—671 MB)
(puc. la, kpuBas 5). B KOHTpOJIbHOM BapuaHTE 3KC-
nepuMeHTa Eh mpakTuyecku He M3MEHSUICS B Teue-
Hue 30 cyT akcnnepuMmeHTa (puc. la, Kpusag 6).

3aKOHOMEPHOCTU M3MEHEHUSI KOHIEHTpaluu
noHoB xeye3a Fe’™ u Fe?' B xome sKcneprnMeHTa
(puc. 1B—11) coorBeTcTBOBaM M3MeHeHusiM Eh B
Ipoliecce KCIepUMEHTa, TaK KaK B IIPOILECCe OKMC-
JIeHUs Ccynb(UIHLIX MuHepanoB Eh omnpenenstercs,
IIpeXIe BCEro, COOTHoLIeHreM noHoB Fe’t u Fe?t, ko-
TOPOE TaKXKe OTpaXkaeT AKTUBHOCTb OKMCIICHUS XKeJle3a.
MUKPOBHNOJOTHUA Ne 1
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Puc. 1. 3MeHeHMe mapaMeTpoB Cpelbl B TIpoliecce OMOBBIIIeIaYnBaHUsI KOHIIEHTpaTa MUKPOOPTaHU3MaMU Ha Cpeie, Colep-
xkareit 0.02% npoxkeBOro 3KCTpaKTa, MPHU pa3MYHbIX Temrepatypax: a — pH cpensbl; 6 — Eh cpensl; B — KOHILIEHTpaLUst

uoHoB Fe” " (r/m); r — koHIIeHTpaus noHOB Fe

(r/n); 1 — cyMMapHasi KOHILIEHTpal1sl MOHOB XeJjie3a (T/J1); € — KOHLIEHTpa-

st Meu (T/J1); K — KOHIICHTpaIUsI ITWHKa (T/JT); 3 — KOHIEHTpaIus MbIbsika (r/1); 1 —40°C; 2—45°C; 3—50°C ; 4—55°C;

5—60°C; 6 — 60°C (CTepUIbHBII KOHTPOJIB).

Hawnbornee BBICOKMMM KOHLIEHTpaLMs WOHOB Fe’t u
CyMMapHasi KOHLIEHTpall1sl MIOHOB KeJie3a ObLIv Mpu
temmnepatype 40°C (3.60 u 3.88 r/11 COOTBETCTBEHHO
Ha 30 cyTku 3kcniepuMeHTa) (puc. 1B u 11, Kpuas /),
HO TIpu Temrepatypax 45 u 50°C K KOHILy 3KCITepu-
MEHTa KOHLEHTpaLUK1 NOHOB xene3a Fe3™ Gblim He-
HamHoro Huxe (2.95 u 3.10 r/1 COOTBETCTBEHHO)
(puc. 1B u 1a, xpusbie 2u 3). IIpy 3ToM KOHILIEHTpa-
uus noHoB Fe?" OGbula Ha MOPSIOK HUXE, YEM UOHOB
Fe?* (puc. 1r, kpusble /—3). KoHLIEHTpalMyM MOHOB

MHUKPOBMOJIOTUA Ne 1
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Fe3* npu 55 u 60°C 6bUIM B HECKOJIBKO pa3 HUXKE,
yeM Tpu 6osiee HU3Kux Temmneparypax (1.50 u 0.37 r/n
COOTBETCTBEHHO) (puc. 1B, KpuBble 4 u 5). B KoH-
TPOJIBHOM 3KCIIEpUMEHTE KOHIIEHTpAallUd WOHOB
Fe3" 6bL1M c1€10BBIMY HA IIPOTSIKEHUH BCETO DKCIIE-
pumenTa (puc. 1B, kpusas 6). Ilpu temmeparype 60°C
KOHLIEHTpaLUK MOHOB Fe?" GbUIM OTHOCUTESILHO BBbI-
COKVMM, TIPaKTUYEeCKU HE pasinyaauch B KOHTPOJb-
HOM 3KCITEpUMEHTE U B OKCIIEPMMEHTE C MUKPOOPra-
nusmamu (0.68 1/1m) (puc. 1r, Kpussie 5Su 6). [1pu 55°C



94 EJIKWUHA u np.

Fe*, r/n

Cmrm Wi
NOWNOODWnNnOWDnNO

YFe, r/n

ST e b
YRRV ¥RV RNV R )

1.0
0.8
0.6
0.4
0.2

Zn, /1

10

Bpewms, cyT

Bpewms, cyT

Puc. 2. VismMeHeHMe mapaMeTPOB Cpefbl B IIpoliecce OUOBBIIIEIAYMBAaHUSI KOHILIEHTpAaTa MUKpPOOPraHU3MaMM Ha cpenae 0e3
IPOXKEBOTO IKCTpaKTa IIPU Pa3INdIHbBIX TeMImepaTypax: a — pH cpenbr; 6 — Eh cpenbl; B — KOHIIEHTpaIsi HOHOB Fe3" (r/m);

T — KOHLIEHTpalMsI HOHOB Fe2t (r/m); 1 — cyMMapHasi KOHLIEHTpall1st MIOHOB XXeJjie3a (I/J1); € — KOHIIeHTpalus Meau (r/J1); K —
KOHILIEHTpALMSI [IMHKA (I/J1); 3 — KOHIIEHTpalus Mbliibsika (r/n); 1 —40°C; 2—45°C; 3—50°C ; 4— 55°C; 5— 60°C; 6 — 60°C

(CTepWJIBHBIN KOHTPOJIB).

KOHILIEHTpaLusl noHoB Fe?' cHavasa Bo3pacTana 1o
10 cyt mo 0.81 r/71, HO 3aTEM ITOCTEIIEHHO CHIKAIACH 10
0.10 T/n K KOHIy 3KcIepuMeHTa (puc. Ir, Kpusas 4).
Takum obpazom, rpu Temiieparypax 40—50°C 6uo-
OKHCJIeHUE CYIb(GUIHBIX MUHEPAIOB, COIEepPXKaIINX
XKeJe30, TMIPOUCXOINIO0, OUYEBUIHO, Oojliee aKTHUBHO,
yeM TIpH 0oJiee BBICOKUX TeMIlepaTypax, YTO MOXKET
OBITh BEI3BAaHO CHIDKEHHEM aKTUBHOCTU MUKPOOPTa-
HU3MOB IPU BBICOKUX TeMIIepaTypax.

Ha puc. le u 1 mokazaHbl UBMEHEHUSI KOHLIEH-
Tpauuii MeaIu U IIMHKa B cpene. Torma Kak KOHILIEH-
TpalluMd MOHOB ILIMHKA MpPU pPa3HBIX TeMIeparypax
MpakTUYeCKU He pasnuyanuch (Ha 30 cyT akcrepu-
MeHTa oHM gocturaiau 0.68—0.83 r/ir) u 6bUTH JocTa-
TOYHO BBICOKMMU 1 B CTEPWJIBHOM KOHTpoJIe (puc. 1K,
KpUBble [/—06), KOHLIEHTpAlUsI MEAW pasindajiach B
pa3HbIX BapMaHTaX 3KCMEPUMEHTA JOCTATOYHO 3Ha-
yuteabHo (ot 0.90 r/n B CTepMJIBHOM KOHTPOJIE IO
2.00 v/ ipu 60°C (puc. le, KpuBble /—06).
Ne 1 2021

MHUKPOBHUOJIOTUA  Tom 90
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B pesynbrare BHIIETAYMBAHUSI KOHIIEHTpaTa B
tedeHue 30 cyT OBIJIO M3BJIEYEHO B pacTBOp oT 64%
(ripm 40 n 45°C) mo 78% umnKa (tipu 55°C) (puc. 3).
ITpu 60°C B cTepHJILHOM KOHTPOJIE U B DKCIIEPUMEH -
T€ ¢ MUKPOOHOI1 KyJIbTYPOIi OBLJIO BBILIEIOUEHO 72 U
76% uMHKA.

CrerteHb BBIIIETAYUBAHUS MEIN B Pa3HBIX YCIIO-
BUSIX 3aMETHO Pa3INyaiach M B 3HAYMTETLHOM CTETICHN
3aBucena oT Temmepatrypsl (puc. 3). Haubosee Bbico-
KOl cTeneHb BhllenaunBanust 6biia mpu 60°C (63%),
TPY 3TOM B CTEPWIHBHOM KOHTPOJIE OHA ObLIa HITKE,
YeM B IPYTMX BapuaHTax akcnepuMeHTa (28%). [pu
50 m 55°C cTeneHM BBIIIEIAYMBAHUS Pa3IMYAINCh
ciabo (52 u 49%), takxke Kak 1ipu 40 u 45°C (43 u
40%).

Takum obGpazom, mpolecc BbIIIETAaYMBaHUS Me-
W, B OTJINYME OT BhIIIEIAUYNBAHKS [IMHKA U3 caie-
pUTa, B 3HAYUTEILHOI CTeTIEHU 3aBUCET U OT aKTUB-
HOCTU MMKPOOPIaHU3MOB. DTO MOXET OBbITb 0O0Y-
CITOBJIEHO TeM (PaKTOM, 4TO caliepuT OTHOCUTEITBHO
JIETKO TTOABEPTAeTCs BBIIICIAYNBAHUIO, B TOM YUCJIE
OUOJIOTUYECKOMY U KHUCJIOTHOMY, TTO3TOMY IMPU OT-
HOCUTEJIBHO BBICOKUX TeMIIepaTypaX IpPOLIECC BbI-
11ieJ1a4YrMBaHUs 1IMHKA MOT B MEHBIIIEN CTENEHU ObITh
00YyCJIOBJIEH aKTMBHOCTBbIO MUKPOOPIaHU3MOB U B
KaKOM-TO CTEMEHU ITPOUCXOINUThL 3a CUYET XUMUUE-
CcKoro BeIIenauynBanus npu Hu3kux pH. I1pu stom

MHUKPOBMOJIOTUA
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MUMHEpPAJIbl MEAW OTHOCUTCJIBHO YCTOﬁQHBbI K BBIIIIC-
JJaYMBaHWIO, WM ITOOTOMY BbIIICIa4YMBaHUEC MCEIU B
OoJIbllIeil CTeNeHW MOIJIO 3aBUCETh KaK OT TEMIICpa-

Typbl, TaK M OT aKTUBHOCTM MUKPOOPTaHU3MOB
(Jyothi et al., 1989; Schippers, Sand, 1999; Mahmoud
etal., 2017).

CrerreHb BHITIEIaYBAaHUsI MBIITBSIKA 3aBUCETIA OT
TeMIepaTypsl (puc. 13) 1 Obl1a caMoii BBICOKOI IpU
40°C (oko0 30%) (puc. 13, kpuas 1), CHUKAICH C
noBbIIeHEeM TeMItepaTyphl (tipu 60°C nocie 30 cyT
BHILIEJIaYMBaHUS OHA COCTaBMJIa 0KoJIo 5%) (puc. 13,
KpuBasi 5). DTO yKa3bIBaeT Ha TO, YTO MPU BBICOKMX
TeMIIepaTypax, IPU KOTOPBIX CTeTIeHb BHIIICIAYBa-
HUsI MBIIITbSIKA ObIIa HaboJIee BRICOKOM, BBITIETAUM-
BaHUE Meau ObLIO OOYCIOBJIEHO, TJIAaBHBIM OOpa3oM,
BBIIIEJTAYMBAHEM XaJIbKOITMpHTA. PaHee GBLTO TIpoO-
TIEMOHCTPUPOBAHO, YTO OMOBHITIIETaYMBAHUE XAJTHKO-
MUPUTA B OOJIBIION CTETIEHU 3aBUCUT OT TeMITepaTyphl
U ycKopsieTcsl mpu ee nobinieHnn (Rodriguez et al.,
2003; Liu et al., 2017), Torna Kak Impo1ecc OMOBBIIIIE-
JIJauMBaHUsI TCHHAHTHUTA MOXET B MEHBIIIEH CTeNeH!
3aBUCETh OT TEMITepaTypPhl IO CPABHEHUIO C XaJIbKO-
nuputoM (Enkuna u coasr., 2020).

TakuMm oOpa3om, OBUIO MOKAa3aHO, YTO TEMIIepa-
Typa, BEpOSITHO, OKa3bIBaJia pa3jIndHOE BIMUSHUE Ha
BBIIIEJIAYMBAHNE Pa3HBIX CYIb(GUIHBIX MUHEPAJIOB,
colepKalluXxcs B KOHIEHTpaTe, a HanboJiee BLICOKAst
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CTEIIeHb BHINIEIAYMBAaHUS MeOU ObLIa TOCTUTHYTA
IIpU HanboJiee BEICOKOI TeMIiepaType.

Ha puc. 2 u 3 moka3aHbl pe3yiabTaThl 3KCIEpU-
MEHTOB MO OMOBBIIIEIaYMBAHUIO KOHIIEHTpaTa C MC-
MOJIb30BaHUEM Cpeibl, HE ColepIKallleli OpraHMIECKOTrO
HWCTOYHMKA yriiepona (13), KoTopblit MOTYT HOTPEOISITh
MUKCOTPO(HBIE KEJIE300KUCIISIIONIE MUKPOOPraH3-
MBI, UCIIOJIb30BaHHbIE B JaHHOI paboThl. Hy>»HO oTMe-
TUTb, YTO IIPOLiecC OMOBHIIIEIaYMBAHNS KOHIIEHTPATAa C
HCITOJIb30BaHMeM cpedbl 6e3 JID B 3HaUMTETbHOI CTe-
MeHU 3aBUCEJT OT TeMITepaTypbl 1 MHTMOUPOBAJICS TIpU
BBICOKMX TeMIIepaTypax B Oojiee 3HAUYUTEIbHOI CTere-
HU, YEM B IKCIIEPUMEHTAX CO CPeoii, coaepKallei op-
TaHUYECKUM UCTOYHUK yIJIEpOIa.

bbi10 mokazaHo, 4To B OTJUYME OT IKCEPUMEH-
TOB CO Cpeaoit, coaepxaineii JID, B aKCIIepMMeHTax B
aBTOTpPO(HBIX ycioBUsiX pH cHuXKaICs TOJBKO TpU
temnepatypax 40—50°C (no 3HaueHuit okoso 1.20)
(puc. 2a, kpuble /—3), ToTaa KaK Mpu TeMrepaTypax
55—60°C (puc. 2a, KpuBble 4 1 5) U B CTEPUITBHOM
KOHTpPOJIE OH BO3pacTajl B XOJI€ BbILIEIaUMBaAHUS 10
3HaYEHU oKoJIo 2.26 (puc. 2a, Kpuas 6).

3nadyeHuss Eh cpenbl B aBTOTPOQHBIX YCIOBUIX
npu temiiepatypax 40—50°C Ha 10 cyT 3KcriepuMeH-
Ta npeBbicriin 800 MB 1 Ha MPOTSIKEHUU BCETO KC-
nepuMeHTa cocTtaBisuii 805—872 MB (puc. 20, Kpu-
Bble /—3), TaKKe KaK B DKCIEPUMEHTAX CO CPEHOi,
conepxaieii J1D (puc. 16). ITpu 55°C 3nHaueHust Eh
B T€YEHHE BCEro AKCIIEPMMEHTA COCTABJISIM OKOJIO
600 MB u, Takum o06pa3oM, OBIJIM HAMHOI'O HIXKE,
YyeM B BKCIIepUMeHTe co cpenoii ¢ 1D (puc. 26, Kpu-
Bast 4). I1pu 60°C KaK B KOHTPOJBbHOM 3KCIIEpPUMEH-
Te, TaK U 3KCIEePUMEHTE C MUKPOOHOI KyJIbTYypOit
3HayeHus1 Eh npakTuuecku He nuamMeHsuinch 3a 30 cyT
SKCIIEPUMEHTA U cOCTaBIsin 562—586 MB (puc. 26,
KpPUBEIE S 1 6).

M3MeHeHUs: KOHLUEHTPaLUKA MOHOB Xele3a Fe3™ u
Fe?" B xone aKCIIEpMMEHTA [TOKA3aHbl HA pUC. 2B—2]1.
KonueHTtpauuu noHos Fe’™ u cymmapHble KOHLIEH-
Tpallud MOHOB KeJjie3a ObLIM HanboJjiee BBICOKUMU
npu temneparypax 40 u 45°C (3.81 u 3.66 r/n Fe’" u
3.95 u 3.75 r/n cymmapHoro xejie3a Ha 30 cyT akcrne-
pUMeEHTa COOTBETCTBEHHO) (pHC. 2B 1 211, KpUBHIE [ 1
2), a ipu Temriepatype 50°C K KOHILy 3KCIIeprMeHTa
KOHLEHTpaluu MoHOB Fe3™ u cymmapHas KOHLIEH-
Tpalus MOHOB XeJjie3a ObLIM HeHaMHoro Huxe (3.05
u 3.23 r/mHa 30 CyT 3KCIepuMEHTa COOTBETCTBEHHO)
(puc. 2B u 21, kpuBas 3). TakuMm o0pa3omM, KOHIIEH-
TpallMy MOHOB XeJie3a Ipu temiiepatypax 40—50°C B
9KCIIEpUMEHTaX CO Cpeloii, coaepxaiieit J19, u cpe-
Joii 6e3 /1D oTmyanuch B JOCTATOYHO MaJIOM CTETIEH!
(puc. 1B—1a u puc. 28—21). Hy>)kHO OTMEeTUTb, YTO
mpu TemmepaTtypax 55—60°C KOHIIEHTpallMid NOHOB
Fe** 6bu11 04eHb HU3KUMU U (DaKTUIECKU HE IIPEBbI-
IIaJIM 3HAYUTEJIbHO KOHIIEHTPAIIMIO MOHOB TpexBa-
JICHTHOTO 3XeJie3a B KOHTPOJIbHOM BapUaHTe DKCIIe-
pumMmeHTa (puc. 2B, KpuBbie 4—06). CiaenoBaTelbHO,
npu temneparypax 40—50°C GUOOKUCIIEHUE CYb-

(GbUOHBIX MTHEPAJIOB, COASPXKAIIIMX JKEJIe30, B DKCIIe-
puMeHTe co cpeaoii 6e3 1D npoucxoauio pakTuye-
CKU C TOI1 XK€ CKOPOCTBIO, YTO U B SKCIIEPUMEHTE CO
cpenoi, coaepxalleil opraHUM4eCKUii MICTOYHUK yrI-
nepoma. Ilpu sTtoM mpu Temmeparypax 55-60°C
OKUCJICHUE XeJjle3a IIPOUCXOINIIO0 ¢ KpaiiHe HU3KOM
CKOPOCTHBIO, a 3KeJIe30 B Cpele HaXOAUJIOCh, B OCHOB-
HOM, B ¢opMe noHoB Fe?', 4ro, oueBHIHO, OBUIO
00YyCJIOBJIEHO YaCTUYHBIM XUMUYECKUM BbIIIEIaYr-
BaHUEM CYJIb(GUIHBIX MUHEPAJIOB B Cpelie ¢ HUBKUM
pH (puc. 2r, kpuBbie 4—06).

Ha puc. 2e 1 2:x mokazaHbl U3MEHEHUSI KOHILIEH-
Tpauuii MeIy U IMHKA B Cpefie B Mpoliecce BhILea-
yuBaHusl. KOHILIEHTpallM MeIu B cpelie MPU Pa3HbIX
TeMIlepaTypax pasIndyanuch K KOHIY 9KCIIepUMeHTa
(o1 0.90 /1 B cTepUJIbHOM KOHTpoJie 10 1.74 v/a1 npu
50°C) (puc. 2e, kpuBble /—06). B akcriepuMeHTax co
cpenoii 6e3 1D crereHb BhIlleIa4MBaHUSI MeIY ObLIa
Haubonbieit npu 50°C u coctaBuina 54% (puc. 3).
Heckonpko HuXe ObLIa CTENEHb BbIIIEIAYBAHUS
Meau mpu temieparypax 40 u 45°C (46 u 49% coor-
BETCTBEHHO), a IIpU Temmeparypax 55 u 60°C cre-
IICHb BHINIEIAaYMBaHUsI Meau ObUla emme Hinke (42 u
33%). Ilpu 60°C creneHb BhIIETaYMBaHN ObLIA HE-
HAMHOTO BHIIIIE, YeM B CTEPUIIBHOM KOHTpoJie (28%).
Takum o6pa3zoM, 3aBUCUMOCTb BHILLIEIAYMBAHUS Me-
N OT TeMIIepaTypbl B 9KCIIEPUMEHTAX CO cpenoii 6e3
JD otnnyanachk OT TAKOBOM, BBISIBJICHHONI B 3KCIIE-
puMeHTax co cpenoii ¢ JID. Torma Kak 1mpy HaJTMIUH
B cpede /1D cTerneHb BhIlleIaYMBaHUSI MEIU BO3pac-
Talla ¢ TEMIIEPATypoii, B SKCIEPUMEHTAX CO CPeHOi
6e3 /1D cTeneHb BhIIEIAYMBAHNS MEIN IIPU TEMIIE-
patypax Bbiire 50°C B 3HaYMTEIbHON CTENIEHU CHU-
xkanach. CTeleHb BbIIIETAYNBAHUS IIMHKA ObLIa
MakcuMmaibHOU Tipu 45°C (88%). Ilpu stoM mpu
temnepatypax 40—50°C creneHb BhILIEIaYMBAHUS
ObLj1a BBIIIE, YeM B COOTBETCTBYIOIIMX 3KCIIEPUMEH-
Tax co cpenoii, conepxatueii J1D. ITpu 55 n 60°C cre-
II€Hb BhIIEIaYnBaHus Obl1a Huke (60 u 54% coor-
BETCTBEHHO), YeM MpHU Oojiee HU3KUX TeMIIepaTypax,
M HECKOJIBKO HMKe, YeM B KOHTPOJIHLHOM SKCIEPH-
MEHTe.

CrerieHb BbIlEIaYMBaHUS MbIIIbSIKA (pUC. 23) TP
temneparypax 40—50°C 6bl1a IpakTUYEeCKM OJMHAKO-
Boit (okojio 29—31%) (puc. 23, kpuBble [—3), mpu
5TOM CHIKAsICh C TIOBBIIIEHUEM TeMITepaTyphl (ITocite
30 cyT BhILLIEJIAYMBaHUs OHA cOCTaBuIa OKoJjio 1% mnipu
551 60°C) (puc. 23, KpuBble 4 11 5). Takum o6pa3om,
3aKOHOMEPHOCTH 3aBUCHUMOCTH IS BBINIEIAYMBa-
HUS MBIIIBSIKA OT TEMIIEPaTyphl OKa3aJIMCh TAKUMU
Ke, KaK ¥ JUTST IIBETHBIX METaJIJIOB.

PesynbraThl naHHOIT pabOTHI TTOKA3LIBAIOT, YTO IIPO-
LIECC BBIIIETaYMBAHUS MUHEPAJIOB, BXOMISIIINX B COCTaB
CyJIb(UIHOTO KOHIIEHTpaTa, 3aBUCeJ OT YCJIOBUIA TTPO-
11ecca, [pu 3TOM XapaKTep 3aBUCMMOCTU OIPeNeIsics
KoMOMHanuen aktopos. Tak, BelllieTJauMBaHUE ME-
I BO3pacTajio C yBeJIMYEHMEM TeMIepaTyphl, a BbI-
1iejlayMBaHUe 1IMHKA 3aBUCEJI0 OT TeMIEpaTyphbl B
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MEHbIIIEeH cTerteHn. [1pu 3ToM B NPUCYTCTBUM Opra-
HUYECKOTO MCTOUYHUKA YIiiepoJa B cpeae OMOBBIIIIC-
JIaYMBaHUE U MEIU, U [IUHKA IPOMCXOAUIO aKTUBHO
IPU BEICOKMX TeMIiepartypax (55 u 60°C), Torma Kak B
9KCIIEpUMEHTaxX CO cpenoit 6e3 1D aKTUBHOCTD BBI-
IIeJlauMBaHMsl LIBETHBIX METAJJIOB U3 KOHIIEHTpaTa
pU JaHHBIX TEMIIepaTypax ObljIa Topasno Hitke. B To
Xe Bpems npu temneparypax 40—50°C aKTMBHOCTb
BBIIIICIAYMBAaHNSI B MEHbIIIEH CTEIIEHU 3aBHCEIa OT
MPUCYTCTBUS B Cpejie OPraHUISCKOTO MCTOUHUKA YT~
Jepona. OTO MOXET OBITh OOBSICHEHO OCOOCHHOCTSI-
MU (PU3MOJIOTUYECKUX CBOMCTB MUKPOOPTAHM3MOB
CMEIIaHHOM KYyJIbTYPHI, KOTOpas MCIOJb30Bajlach B
BKCIIepUMEHTAaX, U B3aMMOACHCTBUSIMU MEKAY HUMU,
KOTOPbBIE UTPAIOT BaXKHYIO POJIb B IIpolieccax OMOBHI-
IIeJIAaYMBAHUS U B 3HAYMTEILHON CTETIEHU OIIpeIesisi-
IOT UX CKOpocTh U addekTuBHOCTh (KOoHapaTheBa 1
co0aBT., 2015). 3BecTHO, YTO B MUKPOOHBIX MOMYJISILIN-
SIX, OCYILIECTBIISTIOIIX OKUCICHHUE CYJIB(UIHBIX MUHE-
pajJoB KakK B MPHUPOAHBIX MECTaX OOWUTAaHMS, TaK U B
YCJIOBUSIX MPOMBIIUIEHHBIX IIPOLIECCOB (PEakTophbl U
Ky4l GMOOBBIIIETIAYMBAHNST), TIPUCYTCTBYIOT KaK aB-
TOTPpOGHBIC MUKPOOPTaHU3MbI, TAK I MUKCO- U TeTE-
potpodsl (Gonzalez-Toril et al., 2003; Druschel
et al., 2004; Morin, d’Hugues, 2007; van Hille et al.,
2011; KongparteeBa m coant., 2015; Bulaev et al.,
2017). bnaromapst pa3auuusiM B yIJIEpOTHOM MeTabo-
JIU3Me MeXIY MUKPOOPTAHU3MAMU, OKUCISTIOIINMU
CcynbMhUIHBbIE MUHEPAJIBI, B MUKPOOHBIX TTOITYJISIIIMSIX
MexXAy aBTOTpodaMU U MHUKCO- U TeTepoTpodamu
BO3HUKAIOT TpOoUUYECKUE CBI3U, TaK KaK aBTOTPO-
¢B5I, CITOCOOHBIE PACTU B OTCYTCTBUU OPTaHUYECKOTO
MCTOYHMKA yIiIepoaa, IIPOAYLUPYIOT B TOM YMCJIE DK-
30MeTabOoIUTHI, KOTOPBIE MOTYT MOTPEOISTHCSI MUK~
co- u rereporpodamu (Gonzalez-Toril et al., 2003;
Nancucheo, Johnson, 2010).

B naHHoOIt paboTe B CMEIIaHHOM KYJIbType MPUCYT-
CTBOBaJIM INTaMMbI ponoB Sulfobacillus n Acidiplasma,
KOTOpbIE HYXIAIOTCS B OPraHUYECKOM MCTOYHUKE
yriiepoaa 11t pocra (KonaparbeBa u coanr., 2015), a
TakKe mTaMM A. caldus, IBISTIONINIICS aBTOTPOPOM.
Taxk kak JaHHBII IITAMM HEaKTUBEH TPU TeMIIepaType
Bbilie 53°C, Tpu BBICOKMX TeMIlepaTypax aKTHB-
HOCTb IUTaMMOB, HYXIAIOIIMXCSA B OPraHMYECKOM
MCTOYHMKE YIJiepoaa M CIOCOOHBIX K OKHCJICHUIO
CyJb(PUIHBIX MUHEPAIOB MPU BBICOKMX TeMIlepaTy-
pax, MOJTHOCTHIO 3aBHCelIa OT HaTM4us B cpene J19.

Kpowme Toro, GBLI0 YCTAHOBIIEHO, YTO BHILLIEIAYM -
BaHM€ pa3HbIX MUHEPAJIOB, BXOISIINX B COCTaB KOH-
LIEHTpaTa, B pa3HOIi CTEIIEHU 3aBUCEIIO OT (PaKTOPOB,
BJIMSIIOIINX Ha aKTUBHOCTh IITAMMOB MUKPOOPTaHU3-
MOB, YTO OIIPENIEJISIETCSI UX CTPOCHUEM, DJICKTPOXU-
MUYECKUMM CBOMCTBAMM U MHTEPMEOUATAMU, KOTO-
pbIe 00pa3yroTcs B Iporecce okuciaeHus (Jyothi et al.,
1989; Rodriguez et al., 2003; Liu et al., 2017).

Pesynbrarsl ucciegoBaHuii 10 OMOBHIIIEIAYNBa -
HUIO CYJTb(MUIHBIX MUHEPAIOB U KOHLICHTPATOB B JIa-
OOpPATOPHBIX YCIOBHSIX, B TOM YHCJIe B JAHHON paboTe,
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MOTYT OBITh NCHOJIL30BaHbI IIJIs1 pa3pabOTKM IIOIX0I0B,
MO3BOJISIIOLIUX ONTUMU3UPOBATL  CYIIECTBYIOIINE
OuoTUAPOMETAILTYPTUYECKME TeXHOJOTUU. B naHHOi1
paboTe ImoKa3aHo, YTO pa3HbIE MIHEPAJIbl, BXOISIIIE
B COCTaB MCCJIEIOBAHHOIO KOHIIEHTpaTa, Haubosee
aKTUBHO OKHUCJSUIMCh MPU Pa3HbIX YCIOBUSX, MPU
9TOM MeIb M3 XaJbKOITMPUTa HanboJiee aKTUBHO BbI-
1eJauyMBajach B YCJIOBUSIX, B KOTOPBHIX aKTUBHOCTh
KYyJIbTYPBI 3aBHCeJIa OT IMIPUCYTCTBUSI OPraHUYECKOTO
WCTOYHMKA Yyriepoma (BBICOKas TeMIlepaTypa), a
LIMHK 1 MBIIIBSIK U3 chajiepuTa U TCHHAHTHUTAa aKTUB-
Hee BhIleIauyuBaJICh MpU 0oJiee HU3KUX TeMIlepa-
Typax, IIpd KOTOPHIX HE TPeOOBaJOCh BHECEHHE B
cpeny JOIOJHUTEIbHBIX MICTOYHUKOB yrieponaa. Ta-
KUM 00pa3oM, Ha OCHOBaHUM TTOJyUeHHBIX JaHHBIX
MOXHO pa3paboTaTh NOAXOIbI, KOTOPBIE MOTYT 00eC-
MEYUTh MAaKCHUMaJIbHOE U3BJIECUYEHUE METAJUIOB U
00€eCIIeYnUTh JOCTATOYHO BBICOKYIO aKTUBHOCTb MUK~
pooprann3MoB. Hanmpumep, B omHOI 13 paboT ObLIa
MpeaoKeHa TeXHOJIOoIrMueckas cxema, mpearnosara-
folllasl BelleH1E HEMPEPBIBHOIO IIpoliecca OMOOKMC-
JIEH!SI YIOPHBIX 30JIOTOCOASPXKAIIUX MHUPUTHO-ap-
CEHOITMPUTHBIX KOHIIEHTPATOB B MEPEMEHHOM TEM-
nepatypHoMm pexume (Menamyn M coaBT., 1999).
CornacHo 3Toii cxeMe, IEPBHIi 3Tall OKMCIIEHUS OCY-
miecTBsIcd npu remieparype 30°C aBTOTpOOHBIMU
Me30(DUILHBIMU OaKTepUusiMu A. ferrooxidans, a BTOpoi
stan — npu 42 u 50°C MUKCOTPO(HBIMA YMEPEHHO-
TepMOMUIBbHBIMU OaKTepusiMu S. thermosulfidooxidans.
ITpu 3TOM CKOPOCTb OKUCIEHMS CYIb(hUIHBIX MUHEDA -
JIOB YBEJIMYMBAIACh IO CPABHEHUIO C Me30(IILHEI-
MU YCJIOBUSIMU B HECKOJIBKO pa3 3a CYET CTUMYJISILIUNU
pocTa cyab¢o0alul, TPOBOASIINX TIPOIECC OUO-
OKMCJIEHUSI C OOJIbIIIeH CKOPOCTHhIO. Takast TeXHOJIO-
ruyeckasi cxemMa MOXKET ObITh HCITOJIb30BaHa IS
IIPOBEACHUSI MPOLIECCOB OKUCIICHUS CHIPbSI, COOEP-
KaIllero yIopHble MUHEPabl, IS KOTOPBIX MOXKET
MOTPeOOBaThLCs BhICOKAsI TeMIIepaTypa, TaK KaK MOXKHO
CTaOMIM3UPOBaATh MPOLIECC OMOOKUCIEHUSI KOHLIEH-
Tpara IIpyU TaKWUX TeMIlepaTypax 3a CYeT CHaOXEHMS
YMEPEHHO-TEePMOPIIBHBIX MUKCOTPOMHBIX MUKPO-
OpPraHU3MOB UCTOYHMKAMU OPraHWYECKOTO YIeposa,
BBIIEJICHHBIMA aBTOTPO(MHBIMIA MHKPOOPTaHU3MaMM
Ha TIepBO CTaIuy Mpu 00Jiee HU3KOM TeMIiepaType.

Pe3ynbTarhl jaHHO paboOTHl MOTYT CIYy>XKWUTh Ha-
YYHOI OCHOBOI1 OJ1s1 pa3pab0TOK HOBOII OMOTrUApPO-
METAJUIypruMuyeCcKoil TEeXHOJIOTMM, OCHOBAHHOI Ha
OMOBBIIIEIAYMBAHUM C TIEPEMEHHBIM TeMIlepaTyp-
HBIM pexXuMoM. [lepeMeHHBIIl TeMIiepaTypHBIA pe-
JKMM MOXET 00eCTIeYUTh MOCTAAUNHYIO CMEHY TOMMU-
HUPYIOIIMX B Mpolecce MUKpoopraHusMoB. Ilepsas
HU3KOTEMIEpPATypHAasl CTaAus OOECIIEUUT AKTUBHBINA
POCT aBTOTPO(MPHBIX MUKPOOPTaHU3MOB U BbIlIEIaYn-
BaHVE HEKOTOPBIX CYJIb(MUIHBIX MUHEPAJIOB. B cBOIO
oyepellb, POCT aBTOTPOMHBIX MUKPOOPraHU3MOB Ha
MepBOii CTaluU OOECTIEUUT MPOAYLIMPYEMBIMUA DK30-
MeTaboIuTaM aKTUBHOCTb MMKCO- U IreTepoTpod-
HBIX MUKPOOPTaHU3MOB Ha CIIEIYIOIIUX CTAIUSIX, UTO
MO3BOJIMT BblllI€IauMBaTh 060Jiee yOPHbBIE CYyIb(ui-
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HBIe MUHEpAJIBl IIPU BBICOKOM Temmeparype. TakuMm
00pa3oM, TOJIydeHHBIC pe3yJIbTaThl MOTYT OBITh MC-
MOJIb30BaHbI UISI IPOBEACHMS NaJbHEHIINX TEXHO-
JIOTUYECKUX UCCIIETOBAHUI C LIEIbI0 ONTUMU3ALNU
OUOTUAPOMETAILTYPTUYECKUX TEXHOJIOTUIA.

OUNHAHCHUPOBAHUME PABOTHI

HNccnenoBaHre OBUIO BBIMIOJHEHO IIPU IOMJIEPXKKE
I'panra Ilpesunenra Poccuiickoit denepanmu mjis rocy-
JAPCTBEHHOM MOANECPXKKK MOJIOIBIX POCCUMCKUX YYEHBIX —
KaHmumatoB Hayk Ne MK-6639.2018.8.

COBJIIOJEHWUE OTUYECKUNX CTAHIAPTOB

Hacrosmmas crarbsa He COOCPXKHUT KaKuX-J1ubo uccle-
IIOBAaHMW C MCIIOJIb30BAHMEM KMBOTHBIX B KA4eCTBE O0B-
CKTOB.

KOH®JIMUKT MHTEPECOB

ABTOpBI 3asABJIAIOT, UYTO Y HUX HET KOH(l)III/IKTa MHTEPECOB.
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Bioleaching of a Copper-Zinc Concentrate with High Arsenic Content

Yu. A. Elkinal-2, V. S. Melamud?, and A. G. Bulaev!- % *

!Biological Faculty, Moscow State University, Moscow, 119192 Russia

*Winogradsky Institute of Microbiology, Research Center of Biotechnology, Russian Academy of Sciences,
Moscow, 119071 Russia

*e-mail: bulaev.inmi@yandex.ru
Received January 22, 2020; revised July 8, 2020; accepted July 16, 2020

Abstract—The goal of the present work was to study the dependence of the rate of copper and zinc bioleaching
from an arsenic-containing copper-zinc concentrate containing 16% Cu, 5.3% Zn, and 1.36% As, on the
temperature and the presence of an organic carbon source (yeast extract) in the medium. The main minerals
of the concentrate were chalcopyrite (CuFeS,), tennantite (Cu,As,S3), sphalerite (ZnS), and pyrite (FeS,).
A mixed culture of moderately thermophilic acidophilic microorganisms oxidizing sulfur and ferrous iron,
which was used in the work, consisted of the strains Acidithiobacillus caldus MBC-1, Sulfobacillus thermosul-
fidooxidans SH-1, and Acidiplasma sp. MBA-1. The experiments were carried out in flasks with 100 mL of
mineral medium and 2 g of the concentrate on a rotary shaker for 30 days at temperatures from 40 to 60°C. It
was shown that the leaching rate of copper depended both on temperature and on the presence of yeast ex-
tract. Copper leaching rate increased with increasing temperature, while zinc leaching was less dependent on
the temperature. In the presence of an organic carbon source in the medium, both copper and zinc were ac-
tively leached at high temperatures (55 and 60°C), while in experiments with a medium without yeast extract,
the activity of non-ferrous metals leaching from the concentrate at these temperatures was much lower. At the
same time, at temperatures of 40—50°C, leaching activity was less dependent on the presence of the organic

carbon source in the medium.

Keywords: biohydrometallurgy, acidophilic microorganisms, chalcopyrite, tennantite, sulfide polymetallic

concentrates
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VNIEHTU®UKALIUA OPUTAT-TUAPOJIN3YIOIINX PU3OBAKTEPUI
POJA PANTOEA HA OCHOBE ®EHOTUIIMYECKUX ITPU3HAKOB
1 MYJbTUIOKYCHOI'O AHAJIM3A!
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B cBs13u ¢ roMoJIornyHOi peKOMOWHaLKe, KOTopast MOXET HapyllaTh TPaHULIbl BULOB, TOUHAS UIEHTU-
dukamus 6akrepuii pona Pantoea TsKeno TocTKUMAa. B HacTosiiee BpeMsl B orpee/ieHU BUIOB GaKTe-
puit MaKcUMalibHO 3(h(eKTUBHBIM SIBJISIETCS KOMIUIEKCHBIN noaxon. buoxumuueckasi uaeHTUdUKALIUS C
nomoltpio cucreMmbl API20E, ¢punoreneTndeckuii aHanu3 nocieaoBarenbHocteil reHos 16S pPHK 1 MLSA
aHaJIM3 Ha OCHOBE YaCTUYHBIX MOCIeA0BaTeIbHOCTEl reHOB fusA, pyrG, leuS, gyrB v rpoB 110Ka3ai1, 4TO BbI-
IleJICHHbIe TOYBEHHBIE (PUTAT-TUAPOJIMIYIOIINE IITAMMBI SIBJISIOTCS WieHaMu pona Pantoea, a UMEHHO BU-
na Pantoea brenneri. I3ydeHre CIOCOOHOCTH IITAMMOB K (bMKcalluM aTMOC(HEPHOI0 a30Ta IM03BOJIMIO OT-

HECTH UX K I1a30TpodaM.

Kimouessble cinoBa: Pantoea, unentuduxkauus, MLSA, API20E, dukcamms a3zor

DOI: 10.31857/50026365621010122

Pon Pantoea 6v11 BriepBbIe onricaH (ppaHITy3CKIM
yaeHbIM Gavini et al. (1989) 1 cocTosi1 13 IBYyX BUIIOB —
Pantoea agglomerans sp. nov. u Pantoea dispersa sp.
nov. Ha ceromHsiiiiHuit AeHb pos nmpeacTasiieH 29 Buaa-
mu (http://www.bacterio.net/pantoea.html). ITpencra-
BUTeIM pona Pantoea BBIOENSIOTCS U3 Pa3IUYHBIX
cpel oOMTaHUS, TaKUX KakK IMOYBa, BOAA, MPOMYKTHI
MMUTaHUS, pacTeHUs, XKUBOTHBIE U moau (Chen et al.,
2017). OmHM U3 OEpBHIX U30JISITOB ObUIM ITPU3HAHBI
MaToreHaMM PacTeHU, BEI3BIBAIOIIUMU TaJIJIbI, YBSI-
JaHWe, MSITKYIO THWJIb U HEKPO3bI psiia CEIbCKOXO-
3siicTBeHHBIX KyabTyp (Brady et al., 2008; Herrera
et al., 2008). Ipyrue xxe n3oasatel Pantoea, HAaIIpOTUB,
MPOAYLUPYIOT AHTUMUKPOOHBIE COSAUHEHUS U M-
POKO UCIOJIb3YIOTCS B KaUeCTBe KOMMepUeCKHUX O1O-

npenapatoB (Johnson et al., 1993). Hanpumep, 6ak-
Tepun BuAa P. ananatis ob61amaloT CIOCOOHOCTHIO
paznaraTh repOMLUIbI 63 00pa3oBaHUs TOKCUYHBIX
MOOOYHBIX MPOAYKTOB U MOTYT HAWTU ITPUMEHEHNE B
ounopemenuanuu nouyB (Pileggi et al., 2012). Bun
P. agglomerans 6b11 NIepBOHAYAIBHO UASHTU(DUIIPO-
BaH KakK BO30ynmMTeN b OOJIe3HEN y MIMPOKOro Kpyra
pacTeHUi1, OMHAKO MHOTHE IITAMMBI, ITPUHAIJIEKAa-
1IMe K 3TOMY BUY, HAIIPOTUB, MPOSIBJISIIOT CBOICTBA,
CMOCOOCTBYIOILIIME POCTY U Pa3BUTUIO PACTEHUM U

! Nononuurensnas uHOpMaLUs IJIs 3TON CTAaTbU JOCTYITHA
no doi 10.31857/S0026365621010122 mist aBTOPU30BAHHBIX
MOJib30BaTeJeH.
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ouokoHTpomo Hal putonatoreHamu (Dutkiewicz et al.,
2016). IToBceMeCTHOCTb, YHUBEPCAILHOCTh U TEeHE-
THYeCcKasl TUIACTUIHOCTh M30JIATOB Pantoea nenaior
3TOT POJ, UlealbHOI IpyNIioil He TOJIbKO ST U3ydye-
HUS XapaKTepHBIX IJIT Hee MPOIIECCOB agaITalliy 1
OIMOPTYHM3Ma, HO M UIST pa3pabOTKA KOMMepue-
CKUX MTPOAYKTOB C EJIbI0 MPUMEHEHUS UX B MEIUIIV -
He U celbcKoM xo3sgiicTBe (Walterson, Stavrinides,
2015).

dutoreHeTUYECKUIA aHAJIU3 U CPaBHEHUE C JIpY-
TMMU poliaMu cemeiictBa Erwiniaceae ToKaszajl, 4TO
pon Pantoea BecbMma pazHoOOpa3eH. bruoxumuyeckast
TETePOTeHHOCTh BHYTPU pOAAa YCJIOXHSIET WUICHTHU-
duKanMo MTAMMOB 10 Buaa. TouyHast ugeHTUdUKa-
musl Oaktepuii poma Pantfoea TsSIKelO IOCTKUAMA,
OCOOEHHO YYUTHIBAsI TOT (PAKT, YTO TOMOJIOTUUYHAS
peKoMOMHAaLIUsS U JlaTepajbHbIi MEPEHOC TeHOB MO-
TyT HapylaTh I'paHUIILI BUOOB. B HacTos1ee BpeMs B
OoImpeaesIeHNU BUAOB OaKTEepUil MCIIOJIb3YeTCSI KOM-
TUIEKCHBII TTOAXO0/, BKIIIOYaIoIInii B ce0st Kak FTeHOM-
HBIe, TaK 1 (QEHOTUIIMYECKNE XapaKTepUCTUKU
mramMoB (Deletoile et al., 2009).

Hcnions3oBanue 16S pPHK sBiagercs BaxKHBIM
MHCTPYMEHTOM 151 KJTacCM(UKALIMY U CUCTeMaTUKHU
npeacraBurencii poma Pantoea. OmHaKoO TOCIEIOBA-
TenbHOCTU TeHoB 16S pPHK neMoHCTpupyIlOT HU3-
KOe pa3pellleHre Ha BHYTpUpodoBoM ypoBHe (Gon-
zalez et al., 2013), 9To mejlacT HEBO3MOXKHOI HaIEX-
HYI0O WIeHTH(UKAIINIO OakTepuii IO BUIOB U
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nonBuaoB. TakuM ob6pa3oM, omnpeaeacHe BUAa HO-
BBIX IIITAMMOB TpeOyeT NpoBeaeHUs 0oJiee TOYHOrO
aHaJM3a, ¢ UCIOJIb30BaHMEM YIYUYIIEHHBIX TAKCOHO-
MUYECKUX METOAOB, TaKUX KaK MYJBTUIOKYCHBII
dunoreHernueckuii aHanu3 (MLSA) (Gevers et al.,
2005). B HacTos11Iee BpeMsl oIlpeie/icHEe BUIOB OaK-
Tepuii OCHOBAHO Ha aHaIN3€ MYJbTUJIOKYCHBIX ITO-
CJIENOBATEJILHOCTEN T€HOB TOMAIIHETO XO3SMCTBa,
TaKux Kak fusA, gyrB, leuS, pyrG, rplB v rpoB, Koto-
pBIe peryJsipHO UCHOIb3YIOTCS IJIST YTOYHEHUS MEX-
BUJIOBBIX (DMJIOTE€HETUYECKMX MO3ULIMI BUAOB U3 PO-
na Pantoea (Brady et al., 2008; Deletoile et al., 2009;
Palmer et al., 2017; Tambong, 2019) YcraHoBiIeHO,
yto 1ogxon MLSA, ocHOBaHHBIN Ha IIIECTHU TeHax
(leusS, fusA, gyrB, pyrG, rpoB u rplB), obecrieunBaeT
HaZeXXHOe pasTpaHWYeHue BUOOB y poma Pantoea
(Tambong, 2019). Kpome Toro, ananu3 MLSA moBbI-
[IAeT KaYeCTBO (PUIOrEHETUUECKOM PEKOHCTPYKIIUN
U CBOAUT K MUHUMYMY BEC COOBITUIT peKOMOMHALIN
(Deletoile et al., 2009).

B manHoO#1 padoTe MBI cOOOIITaeM 0 TAKCOHOMMYE-
CKOM XapaKTepUCTUKE BbIIEJICHHBIX HAMU ILITAMMOB
Pantoea sp. 3.1, 3.2, 3.5.2 1 3.6.1 ¢c UCTIOJIb30BAaHUEM
nmoarga3HOro Noaxoaa, BKIIFOYAIONIero B ceos (heHo-
TUIINYECKME, TeHOTUIINYECKIE Y (DUIIOTEHETUYECKIE
maHHble. OLeHMBaeTCs CIIOCOOHOCTh INTAMMOB K
¢duKcam MOJIEKYJISIPHOTO a30Ta, KOTopasl, BKYIIE C
YCTaHOBJICHHOM paHee (pUTaT-TUAPOIU3YIONIEeH aK-
TUBHOCTBIO, MOXET CITIOCOOCTBOBAaTh POCTY U pa3BU-
TUIO PACTEHUA.

MATEPHAJIBI U METOAbI UCCIIEJOBAHWA

IITamMMbl, MUTATEIbHbIE CPEIbI M YCIOBUS KYJIbTH-
BUpoBaHus. Bce uccnenyemMbie 6akTepun ObLUIN BhIJIE-
JIEHBI 13 00pa3noB mouBkl Pecriyonmmkn TarapcTan B
2009 r. mo npu3HaKy MaKCUMaJIbHOI (hUTaT-TUIPO-
Jm3yloleit aktuBHoctu (Suleimanova et al., 2015).
OT1OOp 1ITAaMMOB MPOU3BOAMINU Ha arapu3oBaHHOM
cpene PSM (phytase-screening medium), KoTopas
COJEPKUT (DUTAT KAJIbLIUSI B KAUeCTBE €MIMHCTBEHHO-
ro nctouyHnka ¢ocpopa. C ImoMoIpio psiga OMOXM-
MMYECKUX TECTOB IITAMMBbI ObUIM OTHECEHBbI K IO-
psaky Enterobacterales, a aHanu3 rocjienoBaTesibHO-
creil reHoB, komupytoumx 16S pPHK, nossomui
UIEeHTUDULIMPOBATh U30JISAThl Kak Pantoea sp. 3.1,
3.2, 3.5.2 u 3.6.1. BunoByo NpUHAIICKHOCTh yCTa-
HOBUTb HE YIAJIOCh.

J1s1 KyJIbTUBUPOBaHMUSL OAaKTepUii MCIIOIbL30BaIN
cpeny LB (Jlypusa—bepronun) (r/n): tTpunton — 10.0,
nposxckeBoit akeTpakT — 5.0, NaCl — 5.0. bakrepuu
KyJIBTUBHUPOBAIM B TepMOCTaTe-lleiikepe (OUPMBI
“KA®KS 4000” (I'epmanus) ripu 37°C 1 UHTEHCHUB-
Hoctu KadaHust 200 06./MuH. ONTUYECKYIO TLIOT-
HOCTb KYJIBTYPBI U3MEPSUIM Ha CIIEKTPO(MOTOMETpE
iMark™ (“Bio-Rad”, CILIA) ripu nmiHe BoiaHbI 590 HM.

Buoxummuyeckue TeCTbl IIPOBOININ C UCIIOIb30Ba-
HueMm Metoga APl (Analytical Profile Index) 20E
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“bioMerieux” (®pannust). Ctpunsl API 20E wuc-
TMOJIb30BAJI B COOTBETCTBUU C MHCTPYKIIUEI MTPOU3-
Bonutens (“bioMerieux”). Bce TecThl ObLIM TpOBe-
JIIEHBI B TPeX OMOJIOTMYECKMX ITOBTOPHOCTSIX. IIpodmm
AHAIMTUYIECKUX MHIECKCOB ObLT YCTAHOBJICHEI Yepe3 24 1
48 4y uHkyoarmu 1ipu 37°C. MneHTudukaiys mpoBoau-
JIaCh C WCITOJIB30BaHEM 0a3bl JTaHHBIX bruoxyuMmaeckoit
nneHtudukaryn “ABIS” (https://www.tgw1916.net/bac-
teria_logare desktop.html).

Avmmdpukanus, ouncTka u ceksenuposanue JTHK.
st aMmmuguKauu 1 CEKBEHUPOBAHUS BHYTPEH-
HUX YyJacTKOB IIIECTU T€HOB JIOMAaIllHEeTO XO03s1iicTBa
JfusA, gyrB, leuS, pyrG, rplB, rpoB, reHa, Konupylollie-
ro 16S rRNA u reHa repA (c iasMuabl MaToreHHO-
CTM) UCMOJb30BAIN TIpaiiMephl, TpeacTaBleHHbIE B
TabJ1. 1 Mo IIPOTOKOJTy, onmMMcaHHOMY B padote Dele-
toile et al. (2009). OMUTroHYKJI€OTUABI OBIJIU CUHTE3U -
poBaHbI B KoMmitaHuu “EBporen” (Mocksa).

Hns I P-amrumacpnkaimm WCITOIb30BaJIN
DreamTaq JIHK-nmonumepasy “Thermo Scientific™”
(CIOA) (5 en./mxur) — 0.08 mxir; 10X DreamTaq 6y-
dep (c nobasnenuem 20 MM MgCl,) — 1.5 Mxi1; mpaii-
Mephl (5 MKM) — 0.5 mxi; cmecb ANTP (10 MM) —
0.5wMki; OesHykieasHylo Bomy “Invitrogen™”
(CIIA) — 6.92 mxi1. B kauectBe I HK-maTpuiisr nc-
MOJIB30BAJIM PECYCIIEHANPOBAHHBIE B CTEPUJIBbHOM
JUCTUWIMPOBAHHOUW BONIE KOJOHMU CBexeil 18 u
KYJIBTYpPbI OaKTepuii, BoipalieHHou npu 37°C Ha ara-
puzoBaHHoOM cpene LB. I P-ammiudukanuio rmpo-
BOJIMJIY C TIOMOllIbIo amItiudukaTopa “T100™ Ther-
mal Cycler Bio-Rad” (CIIIA), ycaoBus IIpoBeIecHUS
peakuuii TipeacTaBiieHbl B TaOj. 1. IloaydyeHHBIE
MPOIYKTHI OUUILIAIU C TIOMOIbIO HabOpa JIJIsl OUUCT-
k1 riponykToB ITLP GeneJET PCR Purification Kit
(“Thermo Scientific™,” CIIIA). CekBeHUpOBaHUeE
nojrydyeHHbIx IIIIP-nmponykToB mpoBoowId Ha ce-
kBeHatope SOLID x1 5500 Wildfire (“Life Technolo-
gies”, CIIA) MexXnucluuIUIMHApHOTO LIEHTpa KOJI-
JIEKTUBHOTO NoJb30BaHus KDY,

MyabTHIOKYCHbIH  (prjIoreHeTHYEeCKMiA  aHaJM3.
INepBuyHbI aHaIU3 TOJYYEHHBIX IMOCIeI0BATEIbHO-
CcTeil TPOBOOWIM C WCHOJNB30BAHUEM IPOrPaMMBbI
BLAST cepsepa NCBI (www.ncbi.nlm.nih.gov/blast/).
KoHkareHMpoBaHHBIE  TIOCIEIOBAaTEIBHOCTY TEHOB
CPaBHUBAJIM C TAKOBBIMU Y TUITOBBIX IITAMMOB pOJIa
Pantoea, xoToprle ykazaHbl B 0a3e maHHBIX BacDive
(https://bacdive.dsmz.de/). PunoreHeTUUYECKUI1 aHa-
JIN3 VICCIIeyeMbIX IITAMMOB IIPOBOIVIIU B IIpOrpamMMe
MEGA7 (https://www.ncbi.nlm.nih.gov/pubmed/
27004904). Bcero B ucCiaeoOBaHUU MCIOJIb30BaIN
MOCJIeA0BaTEILHOCTUA T€HOB 55 TIpeIcTaBUTENEH po-
na Pantoea, KoTopble OBLIM 3arpy>KeHBI U3 0a3bI JaH-
Hbix GenBank NCBI (ta6a. S1). MHoOXeCTBEHHOE
BbIpaBHUBaHUE ITOCIIEIOBATEIIBHOCTEM ObLIO BBITIOJ-
HeHo, ncrnoyb3ysa nporpammy ClustalW (Thompson
et al., 1994). BBIpOBHEHHBIE IIOCJIEIOBATEILHOCTHU
TFE€HOB UCHOJIb30BAIMCh JJIST TOCTPOEHUS (PUIIOTEHE-
THUYECKOrO JIepeBa Mo METOLY MAaKCUMAaIbHOTO ITpaB-
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CYJIEVMAHOBA u mp.

Ta6auua 1. [1paiiMepsl U ycI0BUsI, UCTIOIb3yeMble TS aMTUTM(UKALIMA U CEKBEHUPOBAHUS
. IIporpamma v o Pasmep Haznauenue
Ten I1paiimep TLIP ITocnenoBareasHOCTS (5'—3') Lo HpaiiMepoB
27F 94°C — 4 MmuH GAGTTTGATCCTG AMrumdpukanst
94°C — 1 MuH
49°C -1
16S rRNA 9°C—lunn 633
1492 R 72°C — 1 MuH TACCTTGTTACGACT PeaMruiuKaLst
(35 1uKIIOB);
72°C —7 MuH
Rep23220_5|94°C — 4 muH TACATCACACCAAATTAAT AMITTUhUKALVS
94°C—-30c¢
repd 45°C—-30c¢
Rep25101_3 | 72°C— 1 mun ATACTGTTAATGTAGTGATA Peamruidukarst
(30 mKITOB);
72°C — 5 MuH
gyrB3 GCG TAA GCG CCC GGG TAT GTA AmIuduKanys
gyrB4 CCG TCG ACG TCC GCATCG GTCAT Peamrumucukanys
gyrB oyrB3i AAC GCW ATC GAC GAA GC 47 |Avnmdukais,
CEKBEHHMPOBAHIIE
gyrBdi 04°C TGG AAV CCR TCR TTC CAC Peavmmukanns,
— 2 MUH CEKBEHHPOBaHUE
94°C — | MmuH
leuS3 60°C — 1y, CAG ACC GTG CTG GCC AAC GAR CAR KA
leuS 720C — 1 MuH GT 642
leuS4 (10 UMKIIOB); CGG CGCGCCCCARTARCGCT Peamrmdukarvist
fusA fusA3 94°C — 1 muH, CAT CGG TAT CAG TGC KCA CAT CGA 633 | AMiumdukars
us. 50°C -1
fusA4 7200 1 II:LI:IIE’ CAG CAT CGC CTG AACRCCTTT GTT PeaMrumdukarys
pyrG3 (2}) LIMKIT); GGG GTC GTATCCTCT CTG GGT AAA KA
72°C — 5 MuH GG
prG 306
GGA ACG GCA GGG ATT CGATAT CNC
pyrG4 Peamrumidukanust
CKA
pIB3 CAG TTG TTG AAC GTC TTG AGT ACG I S—
rplB ATCC 333
rplB4 CAC CAC CAC CAT GYG GGTGRT C Peamrmmiukarst
Vic3 94°C — 4 MmuH GGC GAA ATG GCW GAG AAC CA AMridukamst
94°C—-30c¢
50°C - 30
PoB - 72°C— 3¢ s01
Vic4 c GAG TCT TCG AAG TTG TAA CC PeaMrumcdukarst
(30 mKITOB);
72°C — 5 MuH

norogooust (ML), ocHoBaHHoro Ha O61ieit O6patu-
moit monenu BpemeHu (GTR), u mo meromy mpuco-
enquHeHwus coceneit (NJ), c ucnonb3oBaHUEM MOIETN
3ameH Jukes—Cantor (JC). IToka3aTenb 1OCTOBEPHO-
CTHU IOpsIIKa BeTBIIeHUs 11 nepeBbeB ML n NJ o1ie-
HHMBaJId ¢ moMmolnblo Oyrcrpern-aHaiausa (1000 1o-
BTOPHOCTEI) U yKa3blBaJud B y3JiaX BeTBeil B BuUIe
MPOLICHTOB, IIPU 3TOM OCTaBIISI 3HAUEHUSI TOCTO-

BepHocTH cBhIle 70%. TlocienoBaTeIbHOCTH T€HOB
JusA, leuS, pyrG, gyrB, rplB n rpoB Bcex yeTbipex
IITaMMOB ObUIY IeTTOHUPOBaHbI B 0a3y naHHbIX Gen-
Bank NCBI noag Homepamu: ajia reHa fusA —
MT415378, MT415382, MT415386, MT415390;
leuS — MT415379, MT415383, MT415387, MT415391;
pyrG — MT415380, MT415384, MT415388, MT415392;
roB — MT415381, MT415385, MT415389, MT415393;
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gyrB — MT646765, MT646766, MT646767, MT646768;
plB — MT646769, MT646770, MT646771, MT646772.

Cnoco0HOCTb IITAMMOB K (pUKCanuu aTMocgepHoro
azora. {7151 ycraHOB/IeHUS a30THUKCUPYIOIIE CIO-
COOHOCTM U30JITOB HCIIOJb30BaIU CEJIEKTUBHYIO
MUTATEJIbHYIO cpeay Duou (r/J1 IUCTUTMPOBAHHOM
Bonnl): K, HPO, — 0.1; KH,PO, — 0.4; MgSO, — 0.2;
NaCl —0.1; MgSO, - 7TH,0 — 0.08, CaCl, — 0.02; Fe-
Cl; — 0.01; Na,MoO, — 0.002; caxapo3a — 20; pH 6.9
(Subba, 1977). IlutaTenbHas cpega DUIOU HE coaep-
JKUT B cebe UCTOYHMKA a30Ta, M03TOMY TOJIbKO OaK-
TepuH, o0JamarolIe CIIOCOOHOCThIO (PUKCHUPOBATH
a30T u3 aTMocdepbl, 00pa3yloT KOJOHMM Ha JaHHOM
cpene. M3onaTel nHKyorpoBaau npu 37°C B Te4eHUN
24 4, 3aTeM OLICHUBAJIM POCT MUKPOOPTAaHN3MOB.

HUccnenoBanu HakomaeHe OMoMacchl OaKkTepus-
MU Ha XUIKoi cpene Dmou. [ToceBHBIM MaTepua-
JIOM CJIY>KWUJI PeIBapuUTEIbHO BbIpallleHHbI Ha cpe-
e DmoM WMHOKYISIT HMCCIIeAyeMBIX ITaMMoB. s
MoceBa MCITOIb30Bau 2% WHOKYJISTA U BHOCUJIN B
cTepuiibHy0 cpeny. KynbTuBUpOBaHME MPOBOIUIU
Ha kayvajke 1mpu 37°C u 200 06./MUH B TeueHHe 44 4.
I110THOCTD KJIETOK M3MEPSIM Ha CHEeKTPOGOTOMET-
pe iMark™ (“Bio-Rad”, CLLIA) npu OIlg,.

PE3VJIBTATBI 1 OBCYXIEHHWE

XapakTepuCTHKA 0aKTepHaJIbHbIX M30JIATOB. [10ou-
BEHHBIC U30JITHI pona Pantfoea TIipencTaBiIsIIOT COOO0M
rpaMoTpuliaTebHble, (haKyJIbTaTUBHO aHAa3pOOHBIE,
He oOpa3yiolye CIIop MelKue najouku. BeauuwmHa
KJIETOK OOHOCYTOYHOI KyJdbTypbl Ha MUTATEJIbHOM
cpene LB coctaBisuia 3—6 X 0.6 MmkM. Mccrenyembie
IITaMMBI IIPA POCTE HAa arapM30BaHHOM cpelie CUHTE-
3UPOBaJIU ITMTMEHT XKEJITOrO 1IBETa, 3a UCKIIIOUEHEM
uzonsta Pantoea sp. 3.5.2, KOTOphIit 00pa3oBbIBA
MMATMEHT KpeMOBOTIO 1IBETa.

BupynentHocth P. agglomerans, xak mnaroreHa
pacteHnii, cBsI3aHa ¢ masMunoii pPATH, koropas
HeceT B cebe ocTpoBKM maTtoreHHocTr (Manulis et al.,
1991). YToObl onpenaeauTh HaTuuue Uil OTCyTCTBUE
nnasMuael pPATH B mccienyeMbIx ITamMMax, MBI
nposenu IN1IP-aHanu3 ¢ ucnojb30BaHUEM MpaiiMe-
poB Rep23220 5 Rep25101_3 (Tabx. 1). JanHas mapa
MpaiiMepoB MO3BOJISIET aMILIM(pUIIIPOBATh TeH repA,
KOTOPBIN KonupyeT peruinkasy A miaasmuabl pPATH.
YcTaHOBUIM, YTO HU OIUH U3 UCCIEAYEMbIX HAMU
ITaMMoOB Pantoea sp. He HECET B CBOEM T'€HOME TeH
repA. Taxum obpazom, miazmuaa pPATH B usyuae-
MbIX M30J19Tax OTCYTCTBYET, UTO YKa3bIBae€T Ha aBU-
PYJEHTHOCTb MCCJIEAYEMbIX HAMM IIITAMMOB MO OT-
HOILICHUIO K PACTCHMUSIM.

buoxummueckue cpoiictBa. Ha ocHoBaHUU TeCTOB
API 20E Bce mouBeHHbBIE U30JISATHI UMEN TUITNYHEBIE
XapaKTEepUCTUKU 11 poaa Pantoea, K KOTOPOMY OHU
OTHOCSITCSI: OHU He 00JIafgajivi ClIOCOOHOCThIO HU pac-
LIETISATh ypeas3y, HU 1eKapOOKCUINPOBATh ApTUHWH,
JIM3MH Y OPHUTUH, HU BbIeISTh H,S U3 Tuocynbda-
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Ta, HE 00pa30BBIBAJIM MHIOJ (TAa0I. 2). ¥ Bcex IITaM-
MOB ObLiIa MMOJIOKUTEIbHAST PeaKIMs Ha [-raxakro-
3uaasy. [lpu depMeHTaIMU caxapoB UCHOIb30BAIN
TJIFOKO3Y, MAaHHO3Y, MHO3UT, apabWHO3Y, TaKKe OHHU
OBLTU CITOCOOHBI THAPOJIN30BaTh KeaaTuH. TecT Ha
utoxpom C-okcHaasy y BceX LITaMMOB ObLT OTpU-
IaTeIbHBIM.

OnHako MTaMMBl OTJIMYAIXCH OPYT OT Ipyra 1o
HEKOTOpPBIM cBoiicTBaM (Tadjy. 2). Hampumep, npu
depMeHTalMu caxapoB U30JsAT Pantoea sp. 3.2 obia-
JIaJI CIOCOOHOCTBIO (DepMEHTUPOBATh PAMHO3Y 1 Ca-
Xapo3y, B OTJIM4YME OT OTPULIATEIIbHBIX PEaKLMi Ha
JMlaHHBIE caxapa y IpYyrux ITaMMOB. B cBolo ouepenp,
mraMM Pantoea sp. 3.5.2 He epMEHTUPOBAI MEJI-
OMo3y M aMUTIaJIWH, U He 00amana CITOCOOHOCTBIO
KCIIOJIb30BaTh LIMTPAT B KauyecTBe €IMHCTBEHHOTO
WCTOYHMKA YIJIepoJa, B OTIMYHME OT OPYyTUX
IITAMMOB.

NnentTndukanmmo IMTaMMOB IIPOBOAWIN ITyTEM
cuutbiBaHus Kaibl APl 20E, oTMeTHUB Kaskablii TeCT
BBICTaBJIEHHBIM OAJUIOM B TPUILIETAX C UCITOIb30BAHU-
eM 0a3bl JaHHBIX OMOXMMWYECKON WICHTU(UKALIMI
“ABIS” (tabn. 3). U3onsatel Pantoea sp. 3.1 u Pantoea sp.
3.6.1, obGmamarolyve OIWMHAKOBLIM OUOXUMUYECKUM
npodmteM, MIeHTNPUIINPOBAHEI KaK Pantoea stewartii
subsp. indologenes (88 n 91% wnentuyHoctn). EmnH-
CTBEHHBII ITaMM, (PepMEHTUPYIOLINIT paMHO3Y U ca-
xaposy, Pantoea sp. 3.2, ObIT MIEHTU(PUIINPOBAH KaK
P, ananatis (91%). Nzomar Pantoea sp. 3.5.2, He UCTIOb-
3YIOLIWI IUTPAT KaK e AMHCTBEHHBI UCTOYHUK YTJIE-
pona u He (pepMEHTUPYIOLINI MEIMOMO03y U aMUTIa-
JIMH, uneHTuduuupoBaH Kak Pantoea agglomerans
(83%) (tabm. 3). [1polleHT TOYHOCTH MICHTHU(UKA-
O BUOOB OakTepmii ¢ momomnibio ABIS cumraercsa
JIOIYCTUMBIM B T1aria3oHe ot 88 10 99%.

Nnentudpukanusg mrammoB B cucteme API 20E
4acTo OKa3bIBaeTCs Ha YPOBHE MPEAIOI0KUTETbHOM
U TpeOyeT NOIOTHUTEIbHOM Bepudukannu (AdaHa-
CbheB U c0aBT., 2014). Ilpu ucrnoysib30BaHUU CUCTEMBI
API 20E cymiecTByeT psii orpaHUYCHU B MHTEPIIPE-
TallMy Pe3yJIbTaTOB: OLIEHKA U3MEHEHMUS 11BeTa sTueii-
KU MOXET ObITb CYOBbEKTUBHOM, NTUTEIbHAS pPyYHast
00paboTKa M30JISITOB, YCIOXHEHHAs! CUCTeMa apXu-
BallMU U TIOUCKa UH(POPMALIMU B OLIEHOYHBIX JIMCTaX
API. Hanmpumep, npu naeHTudmrKanmum 58 mraMmMoB
Burkholderia pseudomallei n 23 mirammoB B. mallei ¢
KCMOJIb30BaHWEM JIaHHON CUCTeMbl KOPPEKTHOE OITpe-
JeJieHMe Buaa HaOmonanoch juiib B 60% ciydaeB
(Glass, Popovic, 2005). Hns 0Gosiee TOCTOBEPHOM
UIEeHTU(GUKALIMY BUAOB HEOOXOAUMO JOMOJTHUTEb-
HO IIPMMEHEHUE [PYIMX MOJIEKYJISIPHO-TE€HETHYE-
CKUX METOJIOB.

®unoreHernveckuid anamm3. HMpaeHTudukanuio
WU30JISITOB TIPOBOIWJIN TTyTEM aHaJI3a TeHa, KOTUpy-
romero 16S pPHK. IlocinenoBarenbHOCTh TeHa 16S
pPHK uccnenyeMbix mitaMMOB MMeJia BBICOKYIO CTe-
reHb romoJiornu (6osee 99%) ¢ reHaMu APYTUX BU-
noB pona Pantoea: 99.8% co mrammamu P. agglomer-
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Tabauna 2. buoxuMuyeckue CBOMCTBA UCCIeyeMbIX IITaMMOB Pantoea sp. 3.1, Pantoea sp. 3.2, Pantoea sp. 3.5.2, Pantoea
sp. 3.6.1

>
o)
s
a,
75]
kS
V
Tect O6o03HaYeHUe TecTa N — s
— N ‘1 o N
on on on on B
S S S S S
A S A S S
s S s S | §
Sv Sy v v v
ONPG ®depmenr + + + + +
B-ranakrosunaza
ADH JlekapOOKCHJIMpOBaHUE aprMHUHA — — — — —
LDC JlekapOOKCHJIMpOBaHUE JIU3UHA
oDC JlekapOOKCHMJIMpOBaHUE OPHUTHHA — — — — —
CIT Hcnonb3oBaHue nuTpaTa Kak eAMHCTBEHHOTIO UCTOYHMKA yTjiepoaa + + — + —
H2S I1pousBoacTBO cepoBOIOpPOIA — — — — —
URE depMeHT ypeasa — — — — —
TDA ®depMeHT TpunToaH-neaMruHa3a + + + +
IND [Tpou3BoaCTBO MHAOA — — — — —
VP ITpou3BoaCTBO alleTOMHA
GEL PazxixeHue xxenaTuHa
depMeHTaIMST caxapoB:
GLU I'moko3za
MAN ManHo3a
INO Nuo3ur
SOR Copbut — — — — —
RHA PamHo3a — + - — +
SAC Caxapo3sa — + — — —
MEL Menubuosa + + — + —
AMY AMuUrganuH + + — +
ARA ApabuHo3a + + + + +
OX TecT Ha LUTOXPOM ¢ OKCUIA3Y — — — — —
Ta6auna 3. Mnentrdukanus MOUBEHHBIX U30JISITOB C IIOMOILBIO 6a3bl JaHHBIX “ABIS”
TTouBeHHBII U3OJISAT HItamm ITpoLeHT UAEHTUYHOCTH
Pantoea 3.1 P. stewartii subsp. indologenes 88
Pantoea 3.2 P. ananatis 91
Pantoea 3.5.2 P. agglomerans 83
Pantoea 3.6.1 P. stewartii subsp. indologenes 91
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ans, 99.6% co mrammamu P. vagans, 99.4% co mram-
mMamu P. ananatis, P. conspicua n 99.2% co mtaMmmaMu
P, anthophila. Takum 00pa3oM, aHAIN3 TTOC/IEIOBATE b~
HOCTH TeHOB, Komupyrommx 16S pPHK mramvos 3.1,
3.2, 3.5.2, 3.6.1 mo3BoWJI IIOATBEPIUTDL NPUHAIIEK-
HOCTh BBIIEJIEHHBIX MUKPOOPraHU3MOB K CEMENCTBY
Erwiniaceae, pony Pantoea, HO He TO3BOJIMI OTHO-
3HAYHO OIPENeIMTh BUI MCCIEIYEeMbIX W30JISITOB.
YcTaHOBIEHO, YTO MTOPOT CXOACTBA T€HOB JJIs1 KJlac-
cupukauuy BUIOB cocrasisgeT 98.7—99% (Stacke-
brandt et al., 2006). [Tpeapiayiye uccieqoBaHUS MO-
Ka3aJIu OTpaHUYEHUSI OCTIEI0BAaTEIbHOCTU reHa 16S
pPHK xax egmHCTBEHHOrO MapkKepa IUISI CpaBHM-
TEJIbHBIX (DMJIOTeHETUYECKUX MCCAeaoBaHuil — 16S
pPHK wacto nMmeet cadyro TUCKpUMWUHAITMOHHYIO CU-
JIy, MOXET He OTpaXkaTh OOIIKE B3aMMOCBSI3U U MOXKET
OBbITb HETOUHBIM B UICHTU(MUKALIUU HEKOTOPBIX BU-
noB (Janda et al., 2007). [TonydyeHHbIe HAMU pe3yJib-
TaThl IEMOHCTPUPYIOT, YTO pa3HooOpa3ue 16S pPHK
BHYTpU pojaa Pantoea Bblllie JAHHOTO 3HAYCHUSI, TIOI -
TBepxkaasi, uro reH 16S pPHK He comepxur mocra-
TOYHBIX Bapuauuii mist auddepeHInaum BUIOB B
npeaenrax TaHHOTo poja.

MynbsTunokycHsbii anamm3 (MLSA) 6b01 mpeno-
JKEH Kak JIYYIIMA albTepHATUBHBINA MMOAXOM K OIpe-
JIeJIeHUI0 (prIoreHuu HOBBIX 130J1siToB (Palmer et al.,
2017; Tambong et al., 2019), B 4acTHOCTH, BUIOBYIO
nIeHTUdUKaLIIO BHYTpU pona Pantoea. YpoBeHb re-
HETUYECKOro MojrMMopdu3Ma B reHax IOMalllHeTo
XO03S1MCTBa TOCTATOYHO BBICOK JIJISI OLIEHKU (bujore-
HETUYECKOIO POJCTBA MEXIYy MUKPOOPTaHU3MaMU
(Maiden, 2006). I'en leuS xomupyet neiinumi-TPHK-
cuHTeTasdy, reH pyrG xommpyetr CTP-cuHTasy; ren
rpoB xomupyer B-cyobenunuity PHK-monumepassi,
reH gyrB sBIsIeTCS] CTPYKTYPHBIM Te€HOM [UTSI 3-CyOb-
ennHuubl JJHK-rupassl, reH fusA xkogupyet ¢akTop
anoHrauuu 6eiakoBoil nenu (EFG) (Holmes et al.,
2004). MyJIbTUIOKYCHBIN (DUIIOTEHETUYECKUIT aHa-
Jiu3 ObLJI OCHOBaH Ha CpaBHEHWM MOCeN0BaTeIbHO-
cTeil mATH TeHOB JOMAIITHETo X0o3siicTBa — fusA, leusS,
pyrG, gyrB u rpoB (Tambong et al., 2014). KpoMe Bbi-
IIETIEPEYUCTIEHHBIX TE€HOB, ObLIU CEKBEHWPOBaHBI
JIOKYCHI T€HBI pl/B, 0OMHAKO UCITOJIb30BaTh UX IJIsI (U~
JIOTEHETUYECKOro aHajlu3a He YAadoCh, MOCKOIbKY
MOCJIeA0BAaTeILHOCTA 3TOr0 TeHa B 0a3e JaHHbBIX
MpeacTaBIeHBI JIUIIb AJIs1 28 IITaMMOB U3 55 UCITOJIb-
3yeMBbIX IpeIcTaBUTEe.

st 9eThIpeX UCCIeAyeMbIX IITAMMOB OBIJIM IO-
JIy4eHbl YaCTUYHbIE TTOCIEN0BATEILHOCTU IISITU KO-
IUpYIOIINX OeJIOK T'€HOB, KOTOPBIE BIIOCIEICTBUU
ObLIM OOBbEAMHEHBI B CJEAyIOlleM TMopsake: fusA
(588 m.H.), leuS (642 n.H.), pyrG (372 n.H.), rpoB
(409 n.1.) u gyrB (774 n.H.). TakuMm o6pa3oM, obiiias
JJIMHA KOHKATeHUPOBAHHOI IOCJIeNOBaTEIbHOCTU
cocraBwia 2785 1m.H. CpaBHeHue ¢ niomoibio BLAST
NCBI 06be1MHEeHHBIX TOCJIENOBATEILHOCTEN CCIIE-
JIyeMBIX Y TUIIOBBIX LITAMMOB poja Pantoea 1103BO-
JINJI0O MPOBECTU MAECHTUGDHKALMIO M30aITOB. [Ipo-
LIEHT TOMOJIOTMM Cpedyd IUTaMMOB BapbUpOBajl OT
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80.0 m0 99% (tabn. S2). [1pu 3TOM BCe YeTBIpe IMITaM-
Ma MOKa3aJy BBICOKUI IIPOLIEHT TOMOJIOTUHU C TUIIO-
BbIM IHTaMMoM Buna P, brenneri LMG 5343 — 6onee

99%.

dunoreHeTMYECKOE IEPEBO, MOJTYYSHHOE IIPU CpaB-
HEHUU BBIPOBHEHHBIX 00BbEAMHEHHBIX ITOCIIEIOBATETb-
HOCTEM TeHOB MO METOIy MAaKCUMAJIbHOTO ITpaBaOIIO-
nobus (ML), moka3ano HaIu4ue 4eThIpeX OCHOBHBIX
dMIIOTeHeTUYECKNX TOATpyNn poxa Pantoea —
P. stewartii, P. ananatis, P. agglomerans u P. vagans
(puc. 1). IIpu aTOM MccaeayeMble IITaMMBI 00pa30-
BaJIM OTACIbHBIN KJIACTep C MpPeACcTaBUTEISIMU BUIA
P. brenerii — P. brenerii B024858 u P, brenerii B016381,
KOTOPBIM YETKO OTIEJIeH OT OCTaJbHBIX (PUIIOTPYIIII,
JIEMOHCTPHUPYSI MPOLIEHT JOCTOBEPHOCTH y3JIa PaBHBIM
91%. Kpome TOro, cTerneHb J0CTOBEPHOCTH JAHHOT'O Y3-
JIa Tak 3Ke OblJIa MMOATBePXKAeHAa MOCTpOoeHUEM (HUJIIO-
reHeTUYECKOTO AepeBa 10 METOAY IPUCOCAUHEHUS
coceneit (NJ) (puc. 1).

Panee, npu cpaBHEeHUU (PUTOTEHETUYECKUX JIepe-
BbEB, IOCTPOEHHBIX HA OCHOBE OJHOIO T'€Ha, C Iepe-
BbSIMU, TOJIYYEHHBIMM Ha OCHOBE CLICTJICHHBIX MO-
cjieloBaTeJIbHOCTe!i, ObLIO BBISIBJIEHO, YTO IeH leuS
SIBJISIETCST HAIEXKHBIM (DUITIOTeHETUYECKUM MapKepoM
IUJIsl UAeHTU(UKALMY HOBBIX IITAMMOB poja Pantoea
(Tambong et al., 2014). Mcxons U3 3TOoro, HaMu J0-
MOJTHUTEIBHO OBIJIO TTOCTPOECHO (PUIOTEeHETUYECKOE
JIepeBO HA OCHOBE T'eHa JIOMAaIllHeTo X03s1icTBa leusS,
¢ ucrojb3oBaHueM metogoB NJ u ML. [lepeBo B 1ie-
JIOM IEMOHCTPUPYET CXOXKYIO TOIIOJIOTUIO C IEPEBOM
Ha OCHOBE CILICTJIEHHBIX IOC/IeIoBaTe/IbHOCTEM, O/~
HaKO €CTh IITAMMBbI, KOTOPbIE MEHSIIOT CBOE€ MECTO-
noyioxxeHue (puc. S1). B naHHOM ciiydae uccienye-
MBbI€ IITAMMBbI 00pa3oBaJii 0OOCOOJIEHHBIN KJTacTep
CO BCeMM MpeAcTaBUTENsIMU Buaa P. brenneri, uc-
MOJIb3YEMBIMU B TAHHOM UCCJIEOBAaHUU. DTO pas3iv-
Yyue B TOMOJOTMHU IIITAMMOB MOXET ObITh CJIEICTBUEM
Pa3IMYHBIX MIPOLIECCOB IBOTIOLIMU, KOTOPBIE TTpeTepIie-
BalOT FeHbI, UCTIOIb3yeMbI€ B MYJIbTUJIIOKYCHOM aHAJIU-
3e. Tem He MeHee, UCXOls U3 MOJYYEHHBIX AaHHBIX,
MOKHO MPEIIONOXKUTb, UTO UCCIIETyeMble U30JISIThI SIB-
JISIIOTCS TIpeICTaBUTEISIMU BUna P, brenneri.

HMaenTrdukanus u3osiTOB € MOMOIIIbIO TeCT-CU-
creMmbl APl 20E He moaTBep:KmaeTcsl pe3yabTaTaMu
¢unoreHeTnyeckoro aHanmsa. Bunbl P stewartii
subsp. indologenes, P. ananatis u P. agglomerans o6pa-
3YIOT OTAebHbIE (DUTOTeHETUUECKUEe KIacTephbl, KO-
TOpble HE BKJIIOYAIOT B ce0s M3ydyaeMbIX W30JISITOB
(puc. 1). buoxumMmnyeckue CBOMCTBA IITAMMOB He-
3HAYUTEJIbHO OTJIMYAIOTCS APYT OT Apyra U OT TUIIO-
Boro mramma P. brenneri (Tabi. 2). OnHAKO U3BECT-
HO, 4TO MpeAcTaBuUTeNsiIM pona Pantoea tipucyia
OHMOXHMMUYECKas TETEPOTeHHOCTD 1aXe B paMKax OJl-
Horo Buma. Hammpumep, B reHoMe P. vagans C9-1 00-
Hapy>XeHbl JIBa KJlacTepa reHOB JJIs1 yTUJIM3aLluU COp-
OuTOJIa, KOTOPBIE OTCYTCTBYIOT y IPYTUX IITAMMOB P.
vagans (Smits et al., 2011). CnegoBaTelbHO, 3TH JaH-
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Puc. 1. ®wioreHeTnyeckoe IE€PEBO 59 HpeﬂCTaBHTeJ’[eﬁ poiaa Pantoea, ocCHOBaHHOE Ha aHaIM3€ OOBEAMHEHHBIX MTOCIEN0Ba-

TeJIbHOCTEM TeHOB fusA, leusS, pyrG, gyrB v rpoB. [lepeBo noctpoeHo B iporpamMe MEGA7 MeTo1oM MaKCMMaIbHOTO MPaBaO-
nono6wust (ML). YepHbIMU Kpyramu 0003HaY€HBI y3JIbl, KOTOPHIE MOATBEPKIESHBI aJITOPUTMOM TipucoennHeHust coceneit (NJ).

Indpamu B y3nax pHIOreHETUYECKOTO JAepeBa IMMoKa3aHa JOCTOBEPHOCTh BETBIIEHUsI Ha OCHOBe OyTcTper-aHanu3a 1000 anb-

TEPHATUBHBIX IepeBbeB (B %), MpU 3TOM 3HAYAIIMMU MPU3HAIOTCS 3HaueHus1 Goabiue 70%. Lllkana Maciiraba mokasbiBaeT

OBOJJIIOIIMOHHOEC paCCTOAHUEC, COOTBECTCTBYIOIIICC 2 3ameHaMm Ha Kaxzabie 100 HYKJICOTUIOB.
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Puc. 2. Poct 6akTepuaabHbIX IITAMMOB Pantoea sp. Ha nuddepeHIMalIbHOM MUTATEIbHONI cpene DIbu: a — 00pa3oBaHKUE KO-
JIOHUIT Ha arapu30BaHHOM cpefie; 6 — IMHAMUKA pocTa GaKTepuil Ha KUIKOM 6e3a30THOI cpene DIIou.

Hble He IIPOTUBOpeYaAT MIACHTUMUKALIMU BblIEJIEH-
HBIX IITAMMOB Kak P. brenneri.

CnocoOHoCTh MITAMMOB K (hUKcanuu aTMochepHoro
asora. M3yyanu cmocoOHOCTh YeThIpeX OaKTepUallb-
HBIX IITaMMOB P. brenneri K pukcanuu aTMoc@epHo-
ro a3zoTa C IOMOIIBI0 NUPdepeHInaILHON ITUTa-
TeJAbHOU cpeabl Dmou. PocT KotoHM ObLIT 3a(UKCH -
poBaH uepe3 12 4 KyabtuBupoBaHus Iipu 37°C, uro
TOBOPUT O CIOCOOHOCTM INTAMMOB K MCIIOJIb30Ba-
HUIO MOJEKYISIPHOIO a30Ta, IMOCKOJIbKY MCTOYHMK
a3oTa B ITUTaTeJIbHOI cpede oTcyTcTBOBal. Mccneny-
eMBble OaKTepuH IIPU POCTE Ha TBEPIOIl MUTATEIHbHOM
cpene Dibdu oopa3yloT IIOCKHUE, OJIecCTIIIne, Tiami-
KHE C pPOBHBIMU KpasiMu KoJioHuU (puc. 2a). Ha naH-
HOI IIMTaTeIbHON Cpele IMUTMEHT He 00pa30BbIBaI-
Cs1, BCe KOJIOHUY ObLIM KPEMOBOTO 1IBETa.

st moaTBepXACHUSI CIOCOOHOCTH IITAMMOB
P. brenneri x azoTduKkcaluy U3ydaau JUHAMUKY Ha-
KOTUJIEHUsI O1oMacchl Ha XXUIKOI 0e3a30THOI cpeae
DIIOH, UCIIOJIB3YSl B KAYSCTBE MHOKYJISITOB 12-4acoBbIe
KyJIETYPHBI IITAMMOB Ha 3Toii ke cpene. Bee nccnenye-
MbI€ ILITAMMBbI YCTIEITHO POCIU B XKUIKOW 0€3a30THOM
cpene, NEMOHCTPUPYSl CTaHOAPTHYIO KPUBYIO POCTa
(puc. 20). B teuennu nepBbix 10 94 KyIbTUBUPOBAHMS
HaOJII0aJICsl aKTUBHBIM POCT KYJbTYPHI, 3aTeM Oak-
TepUU MEePEXONWIN B IIUTEIIBHYIO CTalIMOHAPHYIO (ha-
3y, TIOCJ€ KOTOPOM MPOMCXOOWIIO CHIKEHUE YPOBHS
HaKOIUICHHSI OMoMacChl. AHAJIOTUYHAsI KpUBast pocTa ¢
AKTUBHBLIM HaKOITJICHMEM OMOMACCHI B IEpPBbIC YaChl
KyJILTUBUPOBaHMUSI HabJomanach y mramma P ag-
glomerans Ha 6e3a3oTHOI cpene Dou (Doty et al.,
2009).

Takum o6pa3zoM, ¢ TOMOIIBIO (PEeHOTUITMICCKUX
METOJOB YCTAHOBWJIM, YTO HCCJIEAyeMble OaKTepUu
MOXKHO OTHECTH K IpYyIIe a30T(PUKCUPYIOIINX OaK-
tepuit (muazorpodsr) (Quispel, 1988). CnocodbHOCTH

MUKPOBUOJIOTHUA Ne 1
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K ¢puKcamu azora bakTepusiMu pona Pantfoea otMme-
yaeTcsl HecKoJbKuMU aBTOopaMu (Loiret et al., 2004;
Dutkiewicz et al., 2016). brlta oTMedeHa croco0-
HOCTb K (puMKcanuu azoTa mramMMoM P. agglomerans.
bakTepuanbHbIi 1ITAMM cioco0eH (PMKCUPOBATh a30T
KaK B YMCTOM KyJIETYpe, TAK U B COUETAHUY C PACTEHU-
SIMM MIIEHUIBI B Ttuaporionnke (Merbach et al., 1997).

B 3akimoueHre OTMETUM, YTO TOIBKO C ITOMOIIBIO
MLSA Ha 0CHOBE YaCTUYHBIX IMOCIEA0BATEILHOCTEM
reHoB fusA, pyrG, leusS, gyrB v rpoB HaM ynanoch Mpo-
M3BECTU UICHTU(MUKAIUIO TOYBEHHBIX U30JISITOB 10
Buga — P. bremneri. YCTaHOBIIEHO, 4YTO IITAMMBI
P. brenneri 3.1, 3.2, 3.5.2 1 3.6.1, HTOMHUMO TUAPOIN3a
MOYBEHHBIX (PUTATOB, TaKxXKe 00JIamaloT CIIOCOOHO-
CThIO K (PMKCALIY MOJIEKYJISIPHOTO a30Ta, YTO MOKET
CocoOCTBOBATh POCTY U PA3BUTHUIO PACTEHUM 3a CUET
YBEJMYEHUSI JOCTYMTHOCTU MaKpoajaeMeHToB. CooT-
BETCTBEHHO, MTaMMbI P. brenneri 3.1, 3.2, 3.5.2 n
3.6.1 MOTyT OBITh PACCMOTPEHBI B KaUeCTBE KaHIUIa -
TOB JJISI CO3JIaHUSI BKOJIOTUUYECKU YMCTOTO OMOIIpe-
mapara, 3aMeHSIIOIIETO Psii XUMUYECKUX YIOOpEeHUIA.

OUNHAHCHUPOBAHUWE PABOTDI

PaGota BbIMOJIHEHA B paMKaX TOCYTapCTBEHHOM MPO-
TpaMMBbI IIOBBIIIICHUsT KOHKypeHTocrocooHocTtn KazaH-
ckoro (ITpuBomkckoro) denepaibHOr0O YHUBEPCUTETA
Cpelu BeoyINX MUPOBBIX HAYYHO-00pa3oBaTeIbHBIX LIeH-
TPOB 1 noaaepxana rpanrom PH® 19-76-00020.

COBJIIIOAEHUE OTUYECKNX CTAHIAPTOB

Hacrosiast cratbst He CONEPKUT pe3yIbTaTOB KaKUX-
JINOO MCCIeNOBaHUI C UCTIOIb30BAHUEM XXUBOTHBIX B Ka-
YeCcTBe OOBEKTOB.
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Identification of Pantoea Phytate-Hydrolyzing Rhizobacteria Based on Their Phenotypic
Features and Multilocus Sequence Analysis (MLSA)

A. D. Suleimanova®- *, D. L. Itkina!, D. S. Pudova', and M. R. Sharipova!'
!Kazan (Volga region) federal university, Kazan, 420008 Russia
*e-mail: aliya.kzn @gmail.com
Received May 3, 2020; revised August 21, 2020; accepted August 28, 2020

Abstract—Accurate strain identification within the Pantoea genus is difficult due to homologous recombina-
tion, which may affect the species boundaries. An integrated approach is presently the most effective one in
determining the species of bacteria. Biochemical identification using the API20E system, phylogenetic anal-
ysis of the 16S rRNA gene sequences, and MLSA analysis based on partial sequences of the fusA, pyrG, leusS,
gyrB, and rpoB genes showed that the soil phytate-hydrolyzing isolates belonged to the genus Pantoea, spe-
cifically to the species Pantoea brenneri. It was also established that phytate-hydrolyzing activity of the strains
was accompanied by their ability to fix atmospheric nitrogen.

Keywords: Pantoea, identification, MLSA, API20E, nitrogen fixation
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CTPYKTYPA M1 BUOJIOTMYECKUE CBONUCTBA O-CIIELIU®UYECKOTO

IHOJINCAXAPUJIA U JIMIINJIA A PANTOEA AGGLOMERANS 11324
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W3 Pantoea agglomerans 11324 BbineneH 1 oxapakrepusoBaH junornoiucaxapuf (JITIC), B pesynbraTe Msr-
KOTO KHCJIOTHOI'O TMAPOJIN3a KOTOPOro ObLUIM ITOJIydeHbl hpakiiuu qununa A u O-cnenuduieckoro mojm-
caxapuna (OIIC). UccnenoBanus metogoM Macc-crrekrpomerpun HR ESI ¢ oTpuiiatesbHBIMU MOHAMM
MoKa3ajy TeTepOreHHOCTh JUMuAa A, OCHOBHOM (hOpMOI KOTOPOTO SIBJISIETCS TeKcaallMIMpOBaHHOE TTPO-
M3BOJIHOE, comepxkailee oudochopmmpoBanHbiil qucaxapun GlcN, deteipe octarka 14:0 (3-OH), onun
octaTok 18:0 u omuH octaTok 12:0 >kupHBIX KMcI0T. Ha ocHOBaHMM MOHOCAaXapMIHOIO COCTaBa, CIIEKTPOB
SIMP u pacueTHBIX MeTOIOB TToKa3aHo, yTo OTTC npeacTapieH AucaxapuIaHbIMU TTOBTOPSIIOIIMMUCS €A1~
Hunamu: —3)-0-L-Rhap-(1—4)-o-D-Glcp-(1—. JIIC P. agglomerans 11324 oka3plBajl TOKCUYECKOE U
nuporeHHoe aeiicteue. M3yuenue BausiHus JITIC 1 ero cTpyKTypHBIX KOMITOHEHTOB HA aKTUBHOCTD TETT-
tunas Bacillus nokazano, yto OIIC u munua A urparoT 3HAYUTEIbHYIO POJb B TUApoJin3e pudoprHa mpoTe-
azaMu Bacillus, HO He BIMSIIOT Ha aKTMBHOCTh mpoteasbl 2 B. thuringiensis UMB B-7465 u npoteassl |
B. thuringiensis UMB B-7324. I'maponu3 aiacTuHa ycuauBaics B mpucyTcTBuu OI'-kopa u numnuaa A, B TO
BpeMsi KaK OTME@UEHO MHTMOUpYIolliee BIUSIHUE OTAEIbHBIX (ppaKIinii Ha r’UAPOJIM3 KoJIJlareHa 1o CpaBHe-
HUIO ¢ aeiictBueM HatusHoro JITIC.

KimoueBble ciioBa: Pantoea agglomerans, nunononucaxapui, ctpykrypa O-crendudyecKkoro rnojucaxapuia

n mummna A, SIMP, aktmBHocTh nentunas Bacillus
DOI: 10.31857/50026365621010134

Pantoea agglomerans sBIISIETCSI OOHUM M3 CaMBIX
pacIpoCcTpaHEHHBIX MUKPOOPraHW3MOB, IO MEHb-
et Mepe, Ha TEPPUTOPUU, 3aCEICHHON JIOIbMH.
DT 0aKTepUM MOTYT KOHKYPUPOBAaTh U BEDKMBATh B
pa3IMYHBIX cpelax, YTO AeJIaeT MX ITOJIE3HBIMU IS
OMOKOHTpOJISI, OMopeMeaualum U Ouoaerpagalyu.
IlepBoHaYanbHO, IIPEACTABUTEIN 3TOTO BUIA OBLIN
oOHapyxeHbl B pacteHusix (Walterson, Stavrinides,
2015), mo3gHee — B BO3AyXe, IOYBE, BOJE, IbLIM,
MIPOAYKTaX XKMBOTHOTO IIPOMCXOXICHUS, TeJle 4jIe-
HUCTOHOTHUX U IPYTUX XUBOTHBIX, 4 UHOTAA U B KPO-
BU 4eJIOBeKa, paHax M BHyTpeHHux opraHax (Volksch,
et al., 2009; Walterson, Stavrinides, 2015). IIpencra-
BUTEJIM JAHHOTO BUIA OAKTEPHiT MOTYT OBITh KaK I10-
JIE3HBIMU, B YACTHOCTH, CTUMYJUPOBATh BHIPAOOTKY
BelleCTB, 3 OEKTUBHEIX IIPU JICUCHUM paKa U IPYTUX
3aboaeBanmii (Kohchi et al., 2006), Tak 1 mmaToreH-
HBIMM JJIs1 YeJoBeKa, BbI3biBasl 3a00JeBaHUS y JIIO-
JIeii, KOTOphle BABIXalOT OpraHnmdeckyro Oblib (Ry-
lander, Burrell, 1987).

CrpyKTypa MakKpOMOJEKYIbl JUIIOMOICaxapuia
(JITIC), mpeacraBieHHas TUNUAOM A, oJIurocaxapu-
aoM kopa u O-crieumdpuuecKuM MnoarucaxapuiaomM
(OIIC), onpenersieT ee pa3HOOOPa3HYIO (DYHKIIMOHAIb-
HYIO ¥ OMOJIOTMYECKYIO aKTUBHOCTh. KpoMe xapakrep-
HbIx 111 JITIC cBOMCTB, TaKMX KaK aHTUTEHHOCTh, TOK-
CUYHOCTD, MAPOT€HHOCTh, CITOCOOHOCTh MHIYIIIPOBATh
LIMTOKWHBI 1 T.H., B INTEPaType BCTPEUYAIOTCS COOOIIIE-
Hus o BiavsiHuM JITIC Ha akTUBHOCTh (pepMEHTOB, Ta-
KMX KaK O0akTepuanbHble IIpoTeas3bl (Jackson, Smith,
1993). D™n maHHBIe OBUIM B OCHOBHOM ITOCBSIIIICHBI
piusiHuio JITIC Ha omptin 6enku (KD 3.4.23.49, ce-
MEMCTBO aclapTarnporea3) BHEIIHeilI MeMOpaHBbI
rpaMOTpHIATEIbHBIX OakTepuii. [laHHBIE O€IKMN
BKimtovaroT Escherichia coli Ompl u OmpP, Shigella
flexneri SopA, Salmonella enterica PgtE 1 akTuBatop
iasMuHoreHa Yersinia pestis. R.A. Kramer n coasr.
obHapyxunu, uyto JIIIC HeoOXoauM 1Jis1 aKTUBALIUU
MHTErpajbHOI IpoTea3sl Ompl BHeIIHeir MeMOpa-
Hbl E. coli (Kramer et al., 2002). ABTOpbI moKazajiu,
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yto cBga3bpiBaHNe MoJieKynbsl JITIC ¢ 6enkomM mpuBo-
IUT K KOHQOPMALIMOHHBIM U3MEHEHUSIM OeJika, He-
0OXOIMMBIM IJISI TTOJIyYCHUST aKTUBHOI (hOPMBI TTPO-
tea3nl. OctaeTcd Hem3BeCcTHHIM, mouyeMy JITTC HeoO-
XoouM 1Jis1 (pepMEHTATUBHOW aKTUBHOCTHM omptin
6enkoB. JIpyrue aBropsl (Elif, Bert, 2012) nmokazanu,
yro JIIIC HeoOXxommm misi aKTMBHOCTH aKTHBaTOpa
IUTa3MUHOTeHa y Yersinia pestis, BAXXHOTO TIpU pa3BU-
TUU KaK OYOOHHOI, TaK U JIETOYHOi (hopM uyMbl. Pu-
3UOJIOTMYECKOH (hyHKIIMEN aKTUBaTOpa IMia3MUHOIe-
Ha SBISIETCS pacllierieHre (aKTUBaILMsI) 4deoBede-
CKOTO IIa3MUHOIeHa ¢ 00pa30BaHUEM IUIa3MUHA.

M3sBectHo (Novak et al., 2009), uro kak JITIC rpa-
MOTpULIATENIbHBIX 0aKTePUil, TaK U MpOoTeasbl SIBJISI-
JOTCSI OMHUMM M3 (PAKTOPOB MUKPOOHOI arpeccuu.
I1pu 3TOM TNpoTeasbl 06ecneYynBaOT MPOTEOIUTHYE-
CKOe paciieryieHrue aHTUMUKPOOHBIX (paKTOPOB OelI-
KOBOI NIPUPOJIbl, TAKMX KAK UMMYHOIJIOOYJIUHBIL, JIU-
30LUM U Ap., a JITIC cnoco6cTBYeT IPOHUKHOBEHUIO
yepes KJIETOUHbIe Oapbepbl. DTO MPUBOAUT K CHUXE-
HUIO AaHTUMUKPOOHOIrO TMOTEHIMaNa KIJIETKH, YTO
MpeanojaraeT akKTMBALMIO MeXaHU3Ma 3apakKeHUs.
CornacHo mrepatypHbiM naHHbIM (Tagawa et al.,
2012), Ha TTOBEpPXHOCTHU T'PaMOTpHUILIATEIbHBIX OaKTe-
puii npoteaza C akTUBUPYETCS TOJBKO TIOC/IE B3au-
moaeiictBus ¢ JIIIC. CriocoonocTh JITIC namympo-
BaTh MPOTEOJUTUYECKYIO AKTUBHOCTb MTOKa3aHa MUC-
CJEIOBAHUSMU [N Vitro KJIETOK KPOBU OAMHOYHOM
acunnuu, Ciona intestinalis (Jackson, Smith, 1993).

IMockonbky BausHue JIIIC Ha aKTMBHOCTHL IPO-
Tea3 OaKTepuil MPaKTUYECKU HE U3Yy4yasloCh, 1IEJIbIO
JMaHHOM PabOTHl OBLIO BBIACIAUTH U OXapaKTepu30-
BaTh JIIIC P. agglomerans 11324, a Takke OLIECHUTH €TO
BJIMSIHUE Ha (DEPMEHTATUBHYIO aKTUBHOCTb MPOTEA3
Bacillus. B3aumoneiicTBue 3TUX OHUOMNOJIMMEPOB
MpeacTaBisieT UHTepec, MOCKONbKY Pantoea agglom-
erans — 3TO0 (PUTOMATOTEHHBI BUJ, MPEACTABUTEIN
KOTOPOTO BMECTE C PaCTUTEIIbHOM NMUILEHA MOTYT MO-
MajaTh B OpraHM3M YeJI0BeKa U CeIbCKOXO3ICTBEH -
HBIX XXMBOTHBIX, a MPEICTABUTENIU PA3JIMYHBIX BUIOB
Bacillus BXoasT B cocTaB IIUPOKO UCIIOJb3YEMBIX B
MUILLY TPOOMOTUYECKUX MTpernapaTos.

MATEPUAJIbI U METO/1bl UCCJIEOBAHUI

Boipamusanne 6akrepuii, Bbiaeaenue JIIIC, mumm-
na Au OIIC. Pantoea agglomerans 11324 (u3onupoBaH
M3 TIIEeHULIbI, XepCoHCKasl 00JIacTb, YKpauHa) ObLT
MoJy4YeH U3 KOJUIEKIIUY XXUBBIX KYJbTYp OoTaena (pu-
TOITaTOTeHHBIX OakTepuit MHCTMTYTAa MUKpPOOMOIIO-
run u Bupycosiorun uMm. I.K. 3ab6omorHoro HAH
Ykpannbl. KynsTypy BbIpaliuBalii Ha KapTodeib-
HoI1 arapu3oBaHHoOI cpeze 1pu 28°C B TeueHue 24 4.
Knetku cobupanu ueHTpudyrupoanuem (20 MuH,
5000 g) u BBICYLLIMBaJIM OOPAOOTKOM alleTOHOM U IU-
STUIOBBIM 3(pupoM. DkcTpaknnio JITTC mmpoBoanam
BogHO-(eHOoIbHBIM MeTonoM (Westphal, Jann, 1965).
OYNCTKY OT HYKJIIEMHOBBIX KHUCJIOT OCYILECTBIISIIIA
ocaximeHreM ¢ Tomouibio 50% BOXHOTO pacTBOpa
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CCl;COOH, a takxe yabTpaleHTpUuGhyTrupoBaHUEM
npu 105000 g (4 4, 3 paza). OuniueHHsiii JITIC nuo-
¢dunmzoBanu. s noaydyeHUs: OTASIbHBIX CTPYKTYP-
HBIX KOMITOHEeHTOB MoieKyibl JIT1C pacmerursinu 2%
ykcycHoit kucnotoii (100°C, 2 u). Ocagok aunuma A
noiaydyaiu yiasTpaueHtpudyruposanueM (25000 g,
40 MUH), a CylepHATAHT KOHLIEHTPUPOBAIU 10 O0bEMa
10 M1 1 ppakiImoHMpoBaJiM Ha KoJjioHKe (70 X 30 cM) ¢
cepamekcom G-50 B 0.025 M nmupuanH-alieTaTHOM
oydepe, pH 4.5. B pesynbrare nmosydanu dppakiuu
O-cnietiudpuueckoro nonucaxapuaa (OIIC) u onu-
rocaxapuga kopa (OI'-kop). @pakuuu 11opuIn30-
BaJIN.

CopepxaHue B IperapaTax YrJIeBOIOB, HYKJIEU-
HOBBIX KHUCJIOT, OEJIKOB U 2-KeTO-3-1e30KCUMaHHOK-
TOHOBOI KUCJIOTHI ONPEAC/ISIN KOJINIECTBEHHO, KaK
onucaHo paHee (Zdorovenko et al., 2017).

Wnentndukanmio HeATPAIbHBIX MOHOCAXapHIIOB
NPOBOIMIIM TIOCJIE TUAPOJIM3a mperapaTtoB B 2 M
CF;COOH (2 4, 120°C) u aHaIu3MpOBaIu B BUIE alle-
TaToB nojnonioB MmeTogoM [ 2KX (Albershein et al., 1976)
Ha I'X Maestro 7820 GC (“Murepnad”, Poccust), 000-
pynoBaHHOM KoJjioHkoit HP-5MS ¢ mniamMeHHO-
MOHU3ALIMOHHBIM AETEKTOPOM, UCIIONb3YsI TPATUCHT
temneparypel or 160°C (1 muH) mo 290°C mipu
7°C/muH. MneHTudUKalMo MOHOCAXapUI0B OCY-
IIECTBIISIJIA IIyTEM CPaBHEHMSI BpeMEHU YAEePKUBa-
HUS aleTaToB IIOJMOJIOB MCCIIEAYEMBIX 00pa3loB CO
craHaapTHbIMU. KojyecTBeHHbIE COOTHOILIEHUSI MO-
HOCaXapuIIoB BEIpaXKain B % K oOIIeit cyMMe TUToIIa-
JIeli TIMKOB.

AOGCOIOTHBIE KOH(MUTYpallMd MOHOCAXapUIOB
onpenesiii MmetogoM [2KX anterummpoBaHHBIX (S)-
2-OKTHJITJIMKO3UAOB, KaK onucaHo B pabote (Leon-
tein, Lonngren, 1993).

OnpenesjieHde KHPHOKHCJIOTHOTO COCTaBa OCY-
IIECTBJISIM TyTEM TUApoM3a obpaslia B pacTBOpeE
xsopuctoro anetuna (1.5%) B meranose (100°C, 4 9).
N aentndukaiyio sKUpHBIX KMCIIOT IIPOBOIMIN B BUIC
METHJIOBBIX 3(DMPOB Ha XPOMATO-MaCC-CIEKTPOMETPH -
yeckoil cucteMe Agilent 6890N/5973 inert, KoJloHKa
HP-5MS (30 m X 0.25 mM X 0.25 HM), TeMnepaTyp-
HbIl pexkxuMm 150—250°C, rpaaueHT TemIiepaTypbl
4°C/MyH; Tenunii UCTIOL30BaIA B KAYECTBE ra3a-HOCH-
TeJIsI TIPU CKOPOCTH IMTOTOKA Yyepe3 KOJIOHKY 1.2 MJ1/MUH.
Temneparypa ucnaputess cocrapistia 250°C, pac-
npeneneHue 1moroka — 1 : 100. MupenTudukammio
SKUPHBIX KUCJIOT IMIPOBOIVIIN C TIOMOIIIBIO 6a3bl TaHHBIX
MEePCOHAIBHOTO KOMITbIOTEPA, a TaKXKe CTaHAApTHOM
CMeCH METWJIOBBIX 3(DMPOB KUPHBIX KUCIOT. Komrye-
CTBEHHOE COOTHOIIIEHUE KUPHBIX KUCIOT BHIPAKAIHN B
% K 0011Ieil cyMMe TITOIIANEii TTUKOB.

AMP cnekrpockomusi. O0pa3ibl ABaXKIbI JTAODU-
susoBamu u3 D,0 u 3atem uccienoBanu B 99.9% pac-
tBope D,0. 'H 1 BC SIMP crieKTpbl CHUMAJIM Ha CIIEK-
tpoMeTpe Bruker Avance 11 600 MHz (I'epmanust) mpu
30°C. B kauecTBe BHYTpEHHETO CTaHIapTa UCITOIb30Ba-
M 3-TpUMETWIICWIMIIIIPOITaHoaT Harpms-2,2,3,3-d4
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(TSP, 8H 0.0, 6C 1.6). IIporpaMmHOe oGecIieyeHUE
Bruker TopSpin 2.1 rcnionb3oBanochk it coopa v odpa-
6otku gaHHbBIX SIMP. Bpems cmemmiBanus TOCSY u
ROESY skcnepmmenToB — 200 mc. Ilpm 3ammcn
HMBC criekTpoB ucroib3oBain 60 Mc 3aIepxKKY.

Xumuueckue casuru C IMP Obun mpoaHaausu-
POBaHBI ¥ CPABHEHHI C OITyOJIMKOBAaHHBIMY 3HAYCHMSI -
MU cepBrucoM MonenupoBaHus AMP GODDESS, B
KOTOpPOIi 00O0OIIEHBl M3BECTHBIE CTPYKTYPHBIE BO3-
neiicteusa Ha xumuueckue casuru SC AMP (Kapaev
et al., 2014). YTouHeHMrEe CTPYKTYPHI IIPOBEICHO C I10-
MOIIBIO CIYXOBI ompeneaeHusT CTpyKTypel SAIMP
GRASS, peanuzoBaHHOl Ha maTgopMe 6a3bl JaH-
HEBIX II0 CTpyKType yrieBonoB (Carbohydrate Struc-
ture Database) (Toukach, Egorova, 2016).

Macc-cneKTpoMeTpus. IIpuGop Bruker
micrOTOF Il ucnonab3oBaiu 415 3alICU MacC-CIHEK-
Tpa ESI ¢ BbICOKMM paspellieHueM B pexxumMe OTpU-
naTeabHbIX MOHOB (Belyakov et al., 2010). HanpsckeHue
Ha KanWUISIPHOM TpaHuIle pasnena coctasisuio 3200 B,
Iuara3oH macc cocrtasisit ot m/z 50 mo 3000 da, B
KauyecTBe CyXOro raza MCrnojb30Bajii a30T, CKOPOCTb
MOTOKa COCTaBJisila 3 MKJI/MWH, TeMmIlepaTypa WH-
Tep(eiica Obuia ycraHoBileHa Ha ypoBHe 180°C.
npuir 11t THBEKLIMI UCTIONB30BaIN IS pACTBOPOB
atetoHutpwi/Bona/Et;N B cootHomeHuu 1 : 1 : 0.1.
Kanubpyoimuii pacTBop sl 3JEeKTPOPACIbLICHUS
(“Fluka”) mcnonp3oBanmm mjisd BHYTPeHHEUN KaimmO-
POBKHU.

buoaornyeckuii anayms. [1pu ncciemoBanuu 61o-
JIOTUYECKOM M (PYyHKIIMOHAJIBLHON aKTMBHOCTU HC-
MOJIb30BAJIM  clienytolie KoHueHTpauuu JITIC:
500 mkr/0.2 M, 250 mkr/0.2 mu, 125 mkr/0.2 mi,
62.5 MkT/0.2 MJIT (TOKCMYHOCTD); MUHUMAJIbHAST TTMPO-
reHHas 103a — 7.5 X 1073 mxr/mi1 Ha 1 Kr Beca )KMBOTHOTO
(rmporeHHocTh); oT 0.5 mo 3 Mr/mu (TIpoliecchl aare-
3un); 1 Mr/mi (cepoaorndyeckue uccienoBanus). Pa-
0oTa IIpPOBOAMNIIACH B COOTBETCTBUM C “OO0LIMMU 3TU-
YEeCKMMU TPUHLIUIIAMU SKCIEPUMEHTOB Ha >XUBOT-
HBIX”.

OnpeneneHne YyBCTBUTEIHLHOCTH MUKPOOHOI KYJIb-
Typsl K nosmvukcuHy B. UyBCTBUTETHHOCTD MUKPOO-
HBIX KyJIbTYp P. agglomerans k nonuMmukcrHy B ornpene-
st aucKo-nudy3noHHBIM MetogoM  (Wainstein,
2019). 3oHy MHrMOMpoOBaHUs pocTa OaKTepUabHOM
KYyJIbTYPbI BOKPYT JIUCKa C aHTUOMOTUKOM U3MEPSLIU
C TOYHOCTHIO 10 1 MM.

Omnpenenenne TokcmuHoctu JIIIC. ToxkcudHOCTH
JITIC uccnenoBaii Ha 3MOPOBBIX OEJIBIX OECIIOPOI-
HBIX MBIIIAaX 000UX MOJoB BecoM 19—21 1, KoTopbie
paHee He MCHOJIb30BAJIMCh IJIsi KaKMX-JIMOO IKCIIE-
pUMEHTOB. /119 CeHCMOMIN3alluy BCEM MBIIIIaM BHY-
TpubpIoMHHO BBOoAMIM 0.5 Mt 3.2% pacTBopa rum-
poxiopuaa D-ranakrozamuHa B 0.9% anuporeHHOM
crepusibHOM pactBope NaCl. Cpasy 1ociie 3Toro
BHYTpuOpommHHO BBoawsn 0.2 M JITIC B u3oToHU-
YeCKOM CTEPWJILHOM aIllMpPOreHHOM (U3HOJIOTHYe-
CKOM pacTtBope, HarpetoM g0 37°C, coO CKOPOCTBIO

0.1 mii/c. B cepum pasenenmii JIIIC ompenensiu
LDs, u ero 3HaueHuE€ HUCIOJb30BAIU [JI1 OLEHKU
TokcuyHocTu JITIC. KoHTpoabHas U 3KCIIEpUMEH-
TaJIbHAS TPYIIILI COCTOSIN U3 10 MbIlIeil B KaXKIOM.
KoHTpoabHBIM MbIIIIaM BBOAMIM (.2 MJT CTEpUMJIBHOTO
0.9% pactBopa NaCl BMecte ¢ ruapoxjiopuaoM D-ra-
JakTo3aMiHa. ZKMBOTHBIX HaOTIOHaIN B TeueHMe 48 4.
LD, paccuuThiBajiach, KakK ONUCAaHO B paboTe
(Muthannan, 2016).

Omnpenenenne mnuporedHoctd JIIIC. Iluporen-
HocTb JITIC onpenensiiv Ha KpoJimkax (1mopoja IH-
mmuia, Bo3pacTt 1.0—1.5 roma) maccoit 2.0—3.5 kr,
Kak onucaHo B padote (Bennett, 1948). MUcnionb3oBanu
JKMBOTHBIX C HayaJbHON pasHULIEl TemIepaTypbl B
munanaszoHe 0.2°C. Temmepatypy uaMepsuiii ¢ 30-MUH
WHTepBaJlaMU Nepe] UHbeKIUeN U ¢ 1-4 nHTepBasa-
MU nocjie uHbeKuu. Tectupyemsiit JITIC cuuranu
He MUPOTEHHBIM, €CJIM CyMMa MOBBIIIEHUS TeMIepa-
TYp Yy TPeX KpOJIMKOB Oblla MeHbllIe 1K paBHa 1.4°C;
ecJi 3Ta cymma TipeBbiiana 2.2°C — MMPOreHHbIM.

CepoJiornueckue uccienoBanusa. st monydeHust
O-aHTUCHIBOPOTKH MCIIOJIb30BAIN MIPOTPETHIE KIIET-
ku P. agglomerans (2.5 4, xumnsias BomstHast OaHsI).
KpoankoB MMMYHU3MPOBAJIUM BHYTPUBEHHO MSITHU-
KpaTHO C MHTEPBAJIOM 4 CYT, KOHIIEHTPAIIU KJIETOK
cocrasiisuia 2 X 10°/mi (o1 0.1 go 1 Mi1). AHTUTEHHYIO
aktuBHOCTE JITIC wmcciemoBasim METOIOM IBOMHOM
nMMmyHonudoy3uu B arape no Oyxrepiaonu (Ouch-
terlony, 1962).

ANre3uBHYI0 aKTUBHOCTD M3Yy4ajIl 9KCIIPECC-MeTO-
moM (Brilis, et al., 1968) Ha CBeXXUX 3PUTPOIIUTAX
Kponuka. MHaeKc anre3uBHOCTU MUKPOOPTraHUM3MOB
(MAM) npencraBiser coboif cpeiHee KOJIWYECTBO
MUKPOOHBIX KJIETOK, MPUKPEIUIEHHbIX K OIHOMY
SPUTPOLIUTY, BOBJIEUEHHOMY B IIPOILIECC aJAre3uM.
DTOT mapamMeTp ObLI onipeacseH a1t 50 5pUTpOLIITOB
O]l MUKPOCKOIIOM.

Bmusinune JITIC P. agglomerans 11324 u ero cTpyk-
TYPHBIX KOMIIOHEHTOB HA AKTUBHOCTH npotea3s Bacillus.
OCHOBHBIMU OOBEKTAMU MCCIICIOBAHUS OBLIN MpPO-
Teassl U3 WTaMma Bacillus thuringiensis UMB B-7324
(TTOJTy4eHHOTO TIyTeM XWMWYECKOro MyTareHesa),
B. thuringiensis var. israelensis UMB B-7465 (Bblme-
JieH u3 YepHoro Mops B paifoHe ocTpoBa 3MEUHBIN U
JMOGE3HO TIPEIOCTABIICHHBIN COTPYTHUKaMI Kahemnphbl
MHUKpPOOMOJIOTUM, BUPYCOJOTUN M OMOTEXHOJIOTUH
Opecckoro HaIMOHAJbHOTO YHMBEPCUTETa WM.
MN.1. MeunuxkoBa) u Bacillus sp. I13 (BbiaesieH 13 nie-
prduTOHA BOJIBEPOB ¢ AenbdrHamMu B HayuyHo-mccire-
JoBaresibckoM 1ieHTpe BoopyxkeHHbx Cuil YKpauHbI
“TocynapcTBeHHbIIi OKeaHapuyM”). BbineneHue u
OYMCTKa MpoTea3 onucaHbl paHee (Matseliukh et al.,
1999).

BelM MCIIONIb30BaHBI MPOTEa3bl CO CleAyoleit
cneluIecKoil aKTUBHOCThIO:

— nipoteasa 1 B. thuringiensis UM B B-7465 ¢ smna-
cromuTdeckoii (442 en./Mr 6enKa) U KoJUlareHa3HOM
(212.7 en./mMr Genika) aKTUBHOCTHIO;
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— npoteasa 2 B. thuringiensis UMB B-7465 ¢ ¢pu6-
puHonuTHdeckoit (250 en./Mr Oelika), 3JaCTOJUTU-
yeckoir (289.5 en./mr Oenka) u KoJllareHa3HOM
(345.8 en./mr Oenka) aKTUBHOCTBIO;

—nipoteasa 1 B. thuringiensis UM B B-7324 ¢ ¢pubpu-
HoymTrndeckoit (100 ex./mMr Oeka), 2J1aCTOIUTAYECKOM
(197.3 en./mr Genka) 1 KosutareHasHoi (106 en./Mr 6ei1-
Ka) aKTUBHOCTBIO;

— nipoteasa 2 B. thuringiensis UM B B-7324 ¢ ¢pub-
puHoOIMTHYECKOM (88.75 em./mMr Oenka) M Kojuiare-
Has3Hoi1 (187 exm./Mr O6e1Ka) aKTUBHOCTBIO;

— nporea3dsl 1 u 2 Bacillus sp. I13 ¢ pnbpuHOIUTI-
yeckoii (13.3 1 5.6 en./Mr GeJika), 51aCTOJTUTUYECKOI
(38.5 m 62.5 en./mr 6eiaka) M KOJJIJareHa30MU
(58 en./Mr O0enKa) aKTUBHOCTBIO.

I1pu uccaenoBaHUM KoJlJlareHa3HOM aKTUBHOCTU
(Mandl, 1970) uHKyOallMOHHYIO CMeCh, COAepXKa-
myto 10 mr koyutaresa, 2.5 mit 0.01 mpuc-HCI 6ydepa
(pH 9.0—10.0) 1 1 Ma1 ucciaegyeMoro Ipemnapara, Bbl-
NIep>XKUBaJIM Ha BOJSIHOW OaHe B TeyeHue 3 4 Mpu
37°C. I1ocne 3100 peakKIMOHHYIO CMeCh LIEHTpUPY-
rupoBayiu ipu 10000 g 5 mun u 0.1 MJT cyriepHaTaHTa
MEPEHOCUIN B mpobupku, comepxamue 0.5 mit 4%
pacTBOpa HUHTUIPUHA B alleTOHE M paBHbINA 0O0beM
0.2 M turtpatHoro 6ydepa. MHKyOMpoBaHUE ITPOBO-
nuiu B TedeHue 20 MUH Ha ropsiueit 6aHe, rocsie 4ero K
oxJIaxKAeHHOM cMecu mobaBisuin 5 mi 50% pactBopa
H-TTPOMNaHoJIa ¥ BbIIEPKUBAIU 15 MUH ITpU KOMHATHOM
temneparype. [IpoayKTel paciiieruieHyst onpenessiiiv ¢
ncrnonb3oBaHneM criekrpogoromerpa DeNovix DS-11
ripu mirHe BotHBl 600 HM. T1o cTaHmapTHOM KPUBOIA,
MOCTPOEHHO 1151 cBOGoAHOTO L-neitiinHa, onpene-
JISIIA 9KBUBAJIEHTHOE KOJIUYECTBO MKMOJIE BBICBO-
OOMMBIIMXCS B Ipoliecce TUAPOJIM3a aMUHOKUCIIOT.
OpnHa eqMHUIIA aKTUBHOCTHU 9KBUBaJIEHTHA | MKMOJTb
L-neiinmnmHa, BEICBOOOXKIAeMOTO M3 KoJIJlareHa B Te-
yeHwue 3 4 rugposimsa npu 37°C.

DJ1aCTOIUTUIECKYIO aKTUBHOCTD OIIPENEISIN Iy~
TeM KOJIOPMMETPUUECKOTO U3MEPEHUSI MHTEHCUBHO-
CTH OKpacKM pacTBOpa, COIEpKallero KOHIo-Kpac-
HBII BJ1aCTUH B KadecTBe cyOcTpaTta msd pepMeHTa
(Matseliukh et al., 1999). Mukyb6aliioHHAs1 CMECh CO-
nepxana 2.5 M 0.01 M mpuc-HCI oydepa (pH 7.5),
5 Mr snactuHa, okpaureHHoro 0.002% pactBopom
KOHTO-KpacHoro 1 1 mj pactBopa ¢pepmeHTa. CMech
BoIIepskuBaau 3 4 npu 37°C. Peakiio ocTaHaBIMBaIN,
BBIIEPKMBasi IIPOOUPKU C PEAaKIIMOHHBIM PacTBOPOM
Ha JieasiHoi 6aHe B TeueHue 30 muH. He rugponusupo-
BaHHBIM BJIACTMH OTHEJSUIM LIeHTpU(YTripoBaHUEM
npu 10000 g, 5 MmuH. MHTEeHCMBHOCTb OKpPacKU U3Me-
psiin Ha crnekTpogoromerpe DeNovix DS-11 mpu
JUJIMHE BOJIHEI 515 HM. 3a eAMHUIlY aKTUBHOCTHU IIpU-
HUMaJId TaKO€ KOJIMYECTBO (pepMeHTa, KOTOpoe Ka-
TaJIU3UpPyeT TUAPOaU3 1 Mr aacTvHa 3a 1 MUH.

DUOGPUHOIUTUYECKYIO AKTUBHOCTD OIIPEIEISIIIN 10
MeTony Macanpl (Masada, 2004). B kauecTBe cydcTpara
HCIOJIB30BAIN (PUOPUH, TTOTydEeHHBIIA U3 TLIa3MbI KPO-
BU YesioBeKa. PeaknimonHast cMech comepxkaina 1 mr
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¢ubpuHa, 1.8 M 0.01 M mpuc-HCI 6ydepa (pH 7.5)
c nobasnenuem 0.005 M CaCl, u 0.2 mu pacTBOpa uUc-
clienyemMoro Tipenapara. MHKyOallMOHHYIO CMeECh
BoimepxuBaau 30 muH npu 37°C. [IpomyKThel rTUapo-
JIM3a oIpeneasia Ha cnekrpodoromerpe SF-26 npu
JUIMHE BOJHBI 275 HM. EauHuily ¢huOpuHOIUTUYE-
CKOM aKTUBHOCTH OIIPEIesIsUIM KaK KOJMYeCTBO (ep-
MEHTa, KOTOPOE YBEJIMYMBAJIO ONTUYECKYIO TIJIOTHOCTh
peakiumoHHoi cmecu Ha 0.01 emuHuuLbl 32 1 MUH B
YCIIOBHSIX DKCIIEpUMEHTA.

O06paboTKy npoteas mraMmmMoB Bacillus JITIC B ko-
HeuHoit KoHneHTpauuu 0.01% npoBoauiv B TeUeHUE
60 MMH TIpY KOMHATHOM TeMItepaType. Bce akcrepu-
MEHTHI TTOBTOPSIN 5—8 pas.

Cratuctuyeckmii aHaau3. Cratuctudeckasi obpa-
6O0TKa 3KCIIEPUMEHTAIbHBIX JAHHBIX TPOBOINIACH C
ucnojb3oBaHueM Kputepus CrtbroneHTa (). Bee pe-
3yJILTAThI IIPEJICTAaBICHBI KaK CpeaHee 3HAaYCHUE Be-
JIMYMH * craHaapTHas ommoka (SEM). Pazmmamsa co
3HaueHueM P < 0.05 cuuTanuch CTaTUCTUYECKU 3HA-
YUMBIMH.

PE3VIIBTATHI 1 X OBCYXIEHUNE

Hccnenosanue JIIIC P. agglomerans 11324 moxka-
3aJ10, YTO €r0 BBIXOI M3 KJIETOK COCTaBIsLI 5.3%, 4TO
HECKOJILKO HITKE, YeM Yy THIIOBOTO ImTamma P. ag-
glomerans 86747 (6.8%), oIHAaKO COOTBETCTBYET CPEIl-
HUM MOKAa3aTeNIsIM, XapaKTepHBIM IS TIpeICTaBUTeNeH
Enterobacteriaceae. OuuiieHHbiit JIIIC conepxan
3HaunTeIbHOE (45.0%) KOJIMIEeCTBO YIJIEBOIOB U He-
3HauuTesbHOE (2.7%) — HYKIEUHOBBIX KUCIOT.

AHaim3 MOHOCaxapUIHOTO COCTaBa MoKa3aj, 4To
npeobiaamarommMu MoHocaxapunamu JITIC P agglome-
rans 11324 6eumi rmoko3a (41.2%) n pamuo3sa (25.2%), a
Takke OOHapy:XeHO HEe3HAYUTEIbHOE COAcpKaHUE
raylakTo3bl (4.6%). XapakKTepHBIMA KOMIIOHEHTaMM
JITIC rpaMoTpuLIaTeIbHBIX 0AKTEPUA SIBJISTIOTCS 2-Ke-
To-3-1e30KcuMaHHOKTOHOoBast kuciota (KIO) wu
renTo3bl, comepxanue Kotopsix B JIIIC P. agglomer-
ans 11324 cocraBnsiio 0.13 1 12.3% coOTBETCTBEHHO.

AHanu3 xupHokuciaotHoro coctapa JITIC P. ag-
glomerans 11324 11oka3an NpUCyTCTBUE XUPHBIX KMC-
JIOT ¢ AjauHoM uenu oT 12 go 18 aToMoB yriepona,
Bkimodast 14:0 (3-OH) kucioTy B KayecTBe Ipeodiiana-
fo1ero KommnoHeHTa (38.96%). KpoMme HacCHIIIEHHBIX,
ObIIM OOHApPYXEHBI MOHOHEHACHIILIEHHBIC KMCJIOTHI
16:1 v yuc- u mpanc-n3omepsl 18:1, KOTOpHIE HE SIB-
JISTIOTCSI XapaKTepHBIMM KOMIIOHEHTAMHM JIMOUAa A,
HO MOTIJIM 00pa3oBaThCsl TIPU OTIIEIJICHUU BOJBI OT
OKCUKUCJIOT.

B pesynprare MATKON KHCIIOTHOW Ierpamaliiu
JITIC P. agglomerans 11324 ObUIM TIOJIy4EHBI CTPYK-
TypHBIe KOMIOHeHThI: OITC u munun A.

UccnengoBanue cTpyKTyphl TAITHAIA A C TIOMOIIBIO
MaccC-CIeKTPOMETPUN BBICOKOTO pa3pellleHus ¢
noHu3auueii anexkrpopacneuieHueM (HR ESI) B pe-
KM€ OTPUIIATEeNIbHBIX MOHOB TOKa3aJo ITIPUCYT-
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3JOPOBEHKO wu np.

Ta6:mua 1. Xumuueckue casuru IMP 'H u 3C (8, Mm.1.) O-nonmucaxapuna P, agglomerans 11324

OcTaTKy MOHOCaXapuaoB 8¢ 8y (Jin Hz)
U TTOJIOXKEeHUE

—3)-0-L-Rhap-(1—
Al 101.7 4.95,s
A2 68.4 4.19, s
A3 77.0 3.83, m
A4 71.4 3.58,t(9.4)
A5 70.5 4.08, m
A6 17.9 1.30, d (6.2)
—4)-a-D-Glep-(1—
B1 96.7 5.08,d (3.7)
B2 72.9 3.61, m
B3 72.9 3.88,1(9.4)
B4 78.4 3.63,t(9.6)
BS5 72.0 4.07, m
B6 61.1 3.76,3.82, m

S — cuHrier, d — ny6ser, t — TPUILIET, M — MYJIBTUTLIET.

CTBME€ B MacC-CIEeKTpe [BYX OCHOBHBIX ITMKOB:
1854.4900 J1a m 1360.8135 [1a, KOTOpbIe OBUIN OTHECCHBI
K nudochopupoBaHHomy aucaxapuny GIcN ¢ ye-
TeIpbMs 14:0 (3-OH), omaym 18:0 1 ogamMm 12:0 ammb-
HBIMU 3aMeCTUTEISIMU (pacueTHas Macca 1854.5219 [1a)
1 TeTpaalluJIMpPOBAHHOMY OMcaxapuiay, B KOTOPOM
orcyrcTByeT onuH 14:0 (3-OH) u ogun 18:0 3amecTu-
Tenm (pacueTHas Macca 1360.8277 Jla). DTu maHHBIE
COIJIaCyIOTCS C JTaHHBIMU, OMYOJIMKOBAaHHBIMY paHee
(Zdorovenko et al., 2017, 2018, 2019). Heckoibko
JIPYTUX HE3HAYMTEJbHBIX MUKOB ObLJIU OIpeneseHbl
KaK JIpyrue reKcaalWIdpOBaHHBIC IMPOU3BOIHBIC C
szamernenueM 18:0 Ha 16:0 mm 14:0 (Am = 28.03 [1a).
Macc-crniekTp Tokasajl TeTepOoreHHOCTb Jumnuaa A
P. agglomerans 11324, Ho ocHOBHasi (popma Oblj1a rek-
caauuIMpoBaHHas. B oTianuue ot paHee U3y4eHHbBIX
mramMMoB (Zdorovenko et al., 2017, 2018, 2019), ipo-
M3BOJHBIEC reKcaaluavupoBaHHOro jgunuga A P ag-
glomerans 11324 conepxanu 18:0 kuciory.

AHanu3 MoHocaxapunHoro cocraBa OIIC mero-
JIoM Ta30xuaKocTHol xpomaTtorpadun (I'2KX) mpo-
WU3BOAHBIX alleTATOB MOJIMOJIOB, MOJYYEHHbIX MyTeM
MOJTHOTO KMUCJIOTHOTO THMIPOJIM3a, TOKas3al IPUCYT-
CTBUE TITIOKO3bI Y paMHO3bI. [ KX aneTnnrpoBaHHBIX
(S)-2-OKTWITJIMKO3UIOB CBUIETEILCTBYET O TOM, YTO
paMHO3a umeeT L-kKoHburypalymo. AOCOJIIOTHAs
koHpurypauus Glc 6b11a onpenesieHa Kak D no ag-
dexTaM TIIMKO3UJIMPOBAaHUS HA OCHOBAaHUM JaHHBIX
BC AMP xMMUY€ECKUX CIBUTOB, KAK CYMMHUPOBAHO U
paccyMTaHO CepBUCOM MonaeaupoBaHus AMP
GODDESS (Kapaev, Toukach, 2014).

BC AMP cnekrp O-nonucaxapuga comoepxKall
12 curHaNOB, XapaKTePHBIX IJIST PETYISIPHOTO IO -

Mepa. X xuMuueckue CIBUTY ObUTU 3aJaHbI B CUCTE-
Mme GRASS (Kapaev et al., 2018). MoHOMepHBIii cO-
cTaB OBLI MpeACTaBJIeH IBYMsS MOHOcCaxXxapuaaMu
(Glc, Rha). ITouck CTpyKTypHBIX TUIIOTE3 IIPUBEI K
eIUHCTBEHHOI TUIIOTE3€, COOTBETCTBYIOIIEI IKCIIe-
puMmeHTaTbHOMY SC IMP criekTpy 1 mMemoIei Kpu-
Tepuit anekBaTHOCTH HKe 0.5 m.a.: —3)-a-L-Rhap-
(1-4)-0-D-Glcp-(1— (kputepuit ageKBaTHOCTU
0.33 M., cpenHee KBagpaTHIECKOe OTKIIOHEHNE MOIe-
JIMPOBAHMSI TTI0 CPAaBHEHMUIO C KCIIepuMeHTOM 0.42 M. 1I.,
JuHeiliHas koppeasuus 1.000, 1ocToBepHOCTb MpPO-
rao3a 90%; mapaMeTpbl TOAPOOHO OMUCAHEI B pabo-
te Kapaev et al., 2018).

CTpyKTypHasi TUIIOTe3a, IPUBEAcHHAS BhIIIIE, ObI-
Jla MOATBEP:KIeHA MOJHBIM oTHeceHueM AMP criek-
TPOB, BBINOJIHEHHBIX ¢ omo1ubio 2D 'H, '"H COSY,
TOCSY, ROESY u 'H, BC HSQC »kcrepruMeHTaM
(tabiu. 1). CoorBerctBenHo, 'H AMP cnexrp OIIC
(Tabn. 1) comepxKaa CUTHAJILI IJIsI IBYX aHOMEPHBIX
poToHOB nipu 8 4.95—5.08, omHoii rpynmel CH;—C
(H-6 Rha) mpu & 1.30, mpyrux IIpoTOHOB MOHOCAXa-
punHoro uukia npu o 3.58—4.19. 3C AMP criekrp
OIIC (Tab. 1) comepkall CUTHAIBI IJISI ABYX aHOMEP-
HBIX aTOMOB yrjiepoza mpu 0 96.7—101.7, omHoi
rpyrel CH,—C (C-6 Rha) ripu & 17.9, omgHoii rpyri-
el HOCH,—C (C-6 Glc) mpu 6 61.1 u apyrux yrie-
POIOB MUPAHO3HOIO LMKJIA TPpU O 68.4—78.4.

Cnmnosble cuctemsl B '"H u BC AMP cnekrpax
ObLIN MASHTUMUIIUPOBAHBI IJIsl IBYX MOHOCaXapu/l-
HBIX OCTaTKOB (A, B) Ha ocHOBaHMM KOPpPEJSILINH B
nByxMepHbIX AMP cnekTpax u 3HaYeHUI KOHCTaHT
3
']H, H-

MUKPOBHUOJIOTUA Ttom 90 Ne 1l 2021
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Puc. 1. Crpykrypa O-crienn¢puyeckoro mojucaxapuia
P. agglomerans 11324.

AnomepHas KoHdurypamnust octatkoB Rha u Glc
ObLIa MOATBEPXIeHA 3HAYEHUEM XMMUYECKUX CIBU-
roB C-5 (110 cpaBHEHUIO C ONMYOJIMKOBAHHBIMU JTaH-
HBIMU COOTBETCTBYIOIIMMU O~ U [-TIMPaHO3UIOB
(Lipkind et al., 1988), ycpenHEeHHBIMU CEPBHUCOM MO-
nenupoBanus AMP GODDESS (Kapaev et al., 2018).
o-KoHdurypaiiisi MOHOcaxapuaoB TakxKe MOATBEp-
xknaetcs HanmmureMm H-1/H-2 xoppensiuii B ROESY
creKTpe.

CMelieHuss B ciaboe tione curHaios C-3
octatka A 1 C-4 ocrarka B 110 cpaBHEHUIO C TUTTNY -
HBIMU 3HAYEHUSIMU JJISI He3aMEIlleHHbBIX MOHOcaxXa-
punos (Lipkind et al., 1988) nmoka3biBaji MOJ0XEHUE
3aMeIICHUS B OBTOPSIIOLIEMCS 3BeHe. EMMHCTBEHHO
BO3MOXHasl MOCJIeA0BaTeIbHOCTh MOHOCAXapUao0B
OblIa TIOATBEpPKIEHA KOppEeISILUsIMU B CIEKTpe
ROESY A H-1/B H-4, B H-1/A H-3.

B pe3ynbrate Obl1a ycTaHoBIeHA (puc. 1) cienyro-
mast crpykrypa O-crennduueckoro nojaucaxapuia
P. agglomerans 11324: —3)-o.-L-Rhap-(1 — 4)-o0-D-
Glcp-(1-.

CormmacHO crCTeMarndecKOMYy TTOMCKY B 0a3e TaHHBIX
o cTpykrype yrieBonoB (Carbohydrate Structure Data-
base), (Toukach, Egorova, 2016) sta crpykrypa ObLIa
BIIEpBbIE OOHApYy:KeHa I IIpencTaBuTesicii Buma P ag-
glomerans. PaHee Takasl >ke CTPyKTypa Obl1a OOHapy:KeHa
(Knirel, 2011) mnst O-aHTUTEHOB MPEACTABUTEIEN ABYX
ceMeicTB (Burkholderiaceae n Enterobacteriaceae): Burk-
holderia cepacia O1, O9 (CSDB 31598, 108499, 126042),
Serratia marcescens S1254, 027 (CSDB 179 u 255) u Kleb-
siella pneumoniae 128/94 (CSDB 3608).

M3BecTHO, U4TO pas3sIMuHbIe BUOBI OMOJIOTMYSCKO
aktuBHocTu JITTC, B YacTHOCTU, YCTOMYMUBOCTD OaK-
Tepuil K aHTUOMOTUKAM CBSI3aHBI C HAJIMYMEM 3apsi-
JKEHHBIX TPYI B IUTIMIAE A. YCTaHOBJIEHO, YTO 3aMe-
CTUTEIN, TaKue Kak 4-amuHo-4-1e30kcu-L-apabu-
Ho3a, nipu 4'-pocdare munuma A MOTYT BBI3BIBAaTh
YCTOMYMBOCTB OAKTEPHT K HEKOTOPBHIM IMMOJTMKATHOH -
HbIM aHTUOMOTHUKAM, HallpuMep, MOJUMHUKCUHY B
(Trent et al., 2001). Kak G110 ITOKa3aHO C IIOMOIIBIO
IUCKO-TU(dPY3MOHHOTO MEeTOa, MTOJTMMHUKCHUH B 3a-
JIepXuBaa pocT Kietok P. agglomerans 11324 (3oHa
MHIMOMpOBaHUs pocTa cocTapisiia 20 Mm) (puc. 2).
JaHHBII pe3yJbTaT yKa3blBaeT HA YyBCTBUTEILHOCTD
GaxkTepUaJbHBIX KJIETOK K MOJUMUKCUHY B, 1 MoX-
HO MpeanojaoxuThb, yto qunun A JITIC P. agglomer-
ans, BbIASJIEHHBIN U3 3TOr0 IlITaMMa, He coaepKall
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Puc. 2. YyBcTBUTETBHOCTh MUKPOOHOI KynbTyphl P. ag-
glomerans 11324 x monumukcuny B.

4-amuHo-4-ne30kcu-L-apabrHo3y B KaueCcTBe 3aMe-
CTUTENSI. DTO IIPEAIIONOXKECHUE COTJIACYeTCSI C TaH-
aeiMr ESI macc-cniekrpomerpnn ounmaa A JITIC,
OIMMCAaHHBIMU BHIIIIE.

Jlunug A oTBedaeT 3a TakKMe DHIAOTOKCUYECKHE
aKTUBHOCTHU, KaK TOKCUYHOCTb U MUPOTEHHOCTh. B
KauyecTBe CTaHAapTa MpHU oIpeae/IeHU TOKCUUHOCTH
JITIC Mb1 ucnonb3oBasin TokcuuHocTh JITIC E. coli
055:B5, u3BeCTHOrO KaK KJIaCCUYECKUI1 STaJIOHHBII
mwtamMMm (LDs, = 0.012 Mxr/mbliinb unu 0.48 MKT/KT)
(Vorob’eva et al., 2006). JleranbHasgs TOKCMYHOCTh
JITIC P. agglomerans 11324 (LDs, = 53 MKr/MBILIb
i 2.12 MI/KT) B 9KCIIepUMEHTaX Ha MbIIIIaX, CEHCU-
Omnm3npoBaHHBIX D-rajakrozamMmHOM, Oblla B
4400 pa3 Huxe, yeM y E. coli. Takum obpazom, JITIC
P. agglomerans 11324 MOXHO OTHECTU K MAJIOTOKCUY-
HBIM BeIlleCTBaM. XOTS OH ITPOAESMOHCTPHPOBAJ 60-
Jiee BICOKUI ypoBeHb TOKCUYHOCTH, yeM JITIC npy-
TMX MCCJeNOBaHHbIX NpeacTtaButeneil Buma P ag-
glomerans (Zdorovenko et al., 2017, 2018, 2019).

JITIC nccaemyeMoro mraMmmMa oKa3bIBajl ITMPOTEH -
Hoe neiicTtBue (puc. 3): BBeaeHue pactBopa JIIIC B
TeueHUe TTepBOro Yaca MNpUBEJIO K pe3KOMY ITOBHIIIIE-
HUIO TeMIIepaTypbl ¥ 3KCIIEPUMEHTAIbHBIX KUBOT-
HBIX (YPOBEHb ITOBBIIIEHUS TeMIIepaTyphl ObLI IIOYTH
B JIBa pa3a BhIIIIE, YeM ITOCJIe BBEIEHUS TMpOreHaaa —
dapMaLIeBTUYECKOTO TIperapara, MCHOJIb3yeMOro s
TTOBBIIIICHUS TEMIIEPATYPHI y MAIIUEHTOB).

ITaToreHHOCTh TrpaMOTPULIATEIbHBIX OaKTepUit
3aBUCUT OT cItocobHocTr MakpoMoteky JITIC npu-
KPEIUISIThCS K KeTKaM. boiio mokasaHo (puc. 4), 4To
n3zyyeHHbIi JITIC ymenbian MAM: yeMm BbliiIe ObL1a
koHueHTpauus JIIIC B peakllMOHHON cMmecu, TeM
MEHbIIIE MTPOUCXOIMUIO B3aUMOIEMCTBUIN MEXAY IO-
BEPXHOCTHBIMU CTPYKTYpPaMUu 3PUTPOLIUTOB U KJIET-
Kamu E. coli ATCC 25922. IMon BmusHuem JITIC
P. agglomerans 11324 B konnentpauuu 3 mr/man MAM
coCTaBJIsi ~2.2 el.

M3BecTHO, YTO cepojiornyeckasi Cieu(PUIHOCTD
MUKPOOHEIX KJIETOK 3aBUCHUT OT coctaBa JIIIC u Ha-
JIAYUST aHTUTEHHBIX IETCPMUHAHT, PaCIIO3HABAeMBIX
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Puc. 3. INMuporenHocts JITIC P. agglomerans 11324. Jan-
HbI€ TPEACTaBJIEHbl KaK CpedHee 3HauyeHWe BeJW4YuH +
+ crangapTtHas ommbka (SEM).
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Puc. 4. Biusinue paznuunbix koHueHTpauuii JITIC P. ag-
glomerans 11324 Ha unaekc anresauBHocTU E. coli. JaHHbIe
TIpeaCTaBIeHBI KaK cpeaHee 3HaueHne BemunH = SEM.

Puc. 5. Peaxkuus nBoitHoit umMmyHonuddy3uu B arape no OyxrepaoHu O-aHTUCBIBOPOTKU K P. agglomerans 11324 (nBe LieH-
TpanbHblie TyHKu) u JITIC P. agglomerans 7960a (1), 7969 (2), 8456 (3), 8488 (4), 8490 (5), 8606 (6), 8674 (7), [11a (8), 1324 (9),
7406 (10), 7604 (11), 9637 (12), 9649 (13), 9668 (14), * — mycTas siueiika.

KJIeTKaMH BBICIIMX OpraHu3MOB. [lonukimoHambHasK
O-aHTUCBIBOPOTKA ObLJIa MOJIy4YeHa ITyTeM UMMYHU-
3allMM KPOJIMKOB IPOIPETOM KyJIbTYpOH HCCIEaye-
Moro mramma P. agglomerans [1324. AHTUTEHAMU TSI
ceposorndeckux uccaenopanuii cayxum JITIC, BbI-
neneHHble u3 14 mrammoB P. agglomerans (P. agglo-
merans 7960a, 7969, 8456, 8488, 8490, 8606, 8674,
Illa, I1324, 7406, 9637, 9649 u 9668). Peakuueit
JNBOMHON MMMyHOnupGy3uu B arape ObLIO MoKa3a-
HO, YTO aHTUCHIBOPOTKaA K P. agglomerans 11324 pea-
ruposaja Tojibko ¢ romojiorndHbiM JITIC. Cepono-
TUYECKHX TTePEeKPECTHBIX peaKIINi aHTUCEIBOPOTKU K
P. agglomerans 11324 c JITIC apyrux uccienoBaHHBIX
IITAMMOB OOHapy:keHO He OBIIIO, YTO CBHIETE]Ib-
CTBYET 00 OTCYTCTBUM OOIIMX AaHTUTEHHBIX IETEPMU-
HaHT, TO €CThb O MpUHamIexHocTu P. agglomerans
11324 x unHoi1 ceporpyie (puc. 5).

HNmerorcs coobienus o Baussauu JITTC Ha akTuB-
HOCTh HEKOTOPBIX (PEPMEHTOB BBICIIMX KMBOTHBIX
(kacnas3pl-1, uWHTEpJEUKWH-1 KOHBEPTUPYIOIIETO
depMmenTa, Schumann et al., 1998; depMeHTOB cu-
CTeMBbl KOMIIJIMMEHTa M (PepMEHTOB B Makpodarax
Mbimu, Salimuddin, et al., 1999). Uto kacaeTcst MUK-
pPOOPraHU3MOB, CYIIECTBYET TOJIBKO HECKOJIBKO pa-
601 o BausgHuu JITIC Ha akTUBHOCTH (hepMEHTOB, B
YaCcTHOCTHU, aBTOphl onHoii m3 Hux (Kramer et al.,
2002) cumTaroT, YTO IS aKTUBALIMKA MHTETPaIbHOM
npoteasbl Ompl HapyXHOI MeMOpaHbl KUILIEYHOMN
nayiouku Heooxomum JITTC, KoTopkIii BEI3BIBA€T TOH-
Kre KOH(MOPMAaLlMOHHBbIC M3MEHEHUsI B CTPYKType
OmplI, TeM caMbIM M3MEHSSI CBOMCTBA aKTUBHOTO
LIEHTpa TAKUM 00pa30M, UTO OH CTAHOBUTCS CITOCO0-
HBIM K ruaponau3y cyocrtparoB. IlokazaHbl caliThbl
cBsa3biBaHusl MoseKyabl JITIC ¢ amMumHOKMCIIOTaMU
depmeHTa.
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(2) B. thuringiensis (1) B. thuringiensis (2) B. thuringiensis (1) Bacillus sp. 113 (2) Bacillus sp. I13

NUMB B-7465 NMB B-7324

NMB B-7324

Puc. 6. BnusHue otnenbHbix ¢pakuuit JITIC P agglomerans 11324 Ha ¢GpUOPUHOIUTUYECKYIO aKTUBHOCTb Tipotea3 Bacillus.
CriolHast IMHUST — aKTUBHOCTD NenTuaasbl 6e3 nobasiaeHust JITIC (ypoBeHb KOHTpOJIs1). JlaHHBIe MPeACTaBIeHBI KaK Cpel-
Hee 3HayeHUe BesnuuH + SEM. Bennunnel, 3HaunTensHO (P < 0.05) oTaMyHBIE OT KOHTPOJIST, 0003HaYeHHBI (*).

Panee nHamu 6110 MOKa3aHo, yro JIIIC P. agglo-
merans 11324 oxa3biBaJl HauOOJbIlIEE CTUMYIUPYIO-
lee BJIUSIHME Ha aKTUBHOCThb IIpoteas Bacillus
(Dzyublyuk et al., 2018). OH moBsbIIIaT (PUOPUHOIM-
TUYECKYI0O aKTMBHOCTb mpoteasbl 1 B. thuringiensis
MMB B-7324 6o7ee yeM B UueThbIpe pasa, a IpoTeasbl
2 Bacillus sp. T13 6onee yem B Tpu pasa. ITocKOJIbKY
KaxXIblit KOMITOHEHT NOJAM(MYHKIMOHATbHONW MaKpO-
mosekyJibl JITIC BHOCUT onpenesieHHbIN BKJIaad B ee
OMOJIOTUYECKYIO0 aKTUBHOCTb, B TAaHHOM paboTe MBI
U3YYUJIU BIUSTHUE OTIAEJbHBIX CTPYKTYPHBIX KOMITO-
HeHroB JIIIC P. agglomerans 11324 Ha aKTMBHOCTH
npoteas Bacillus. beiio nokaszano (puc. 6), yto OIIC
MPOSIBJISUT HauOOJIbllIee CTUMYJIMPYIOIEe BIMSHUE Ha
GUOPUHOIUTUYECKYI0O  aKTMBHOCTh  IpoTeasbl 2
B. thuringiensis UM B B-7324 (B nBa pa3a 110 cpaBHe-
HHIO C KOHTpoJieM) U mporeasbl 2 Bacillus sp. 113 (B
YyeThIpe pas3a Mo CpaBHEHUIO C KOHTpoJieM). MoXHO
MPEINoJ0XNUTh, YTO B aKTUBALIMU 3TUX (DEPMEHTOB
JITIC P. agglomerans 11324 BaxXHy1O pOJb UTPAET yI-
JIeBOJHAs1 YacTh MoJieKyJibl, a uMeHHO OTTC. Hapsiny
C 3TUM JIUTIUA A TakKe MOBBIIIAET aKTUBHOCTh TeX
K€ MpoTeas3, HO B MEeHbIIIEl CTereHU (TOJIbKO B /1Ba pa-
3a). Ommurocaxapun Kopa aKTHMBUPOBaJ IIpoTeasy 2
B. thuringiensis UMB B-7465 w nipoteasy 1 B. thurin-
giensis UMB B-7324 (50 u 18% 1o oTHOIIEHUIO K KOH-
TPOJII0, COOTBETCTBeHHO). DUOpUHONMMTHYECKAS aK-
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TUBHOCTB IIpoTeassl 1 Bacillus sp. I13 cyiiecTBeHHO He
M3MEHSUIaCh TIOJ BIMSHUEM OTAEJbHBIX (paKLIUii
JITIC. AHanoruuHblii a¢pdekT umMea MecTo B ciaydyae
npoteassl 1 B. thuringiensis UMB B-7324.

HMccnenoBanusi 271aCTOMUTUYECKON aKTUBHOCTHU
rmokazaau, yto HaTuBHBIN JITIC 6o He BIusI Ha JaH-
HYIO aKTUBHOCTb, TMOO MOAABJISII €€ MOYTH B Ba pa-
3a (puc. 7). [eiicTBUE OTHOENbHBIX KOMIIOHEHTOB
JITIC Ha 3/1aCcTOMUTUYECKYIO aKTUBHOCTH I10KAa3ajio
HauOOJbIINNA CTUMYTUpPYIOIIUK 3(hdeKT munuaa A
(B 1.5—2.5 pa3a B 3aBUCMMOCTH OT IIITaMMa).

ITokazano (puc. 8), 4To OTHENBHBIC (paKLIUU
JITIC, B oTimume OT HATUBHOTO, HE3HAYUTEIBHO WH-
TMOUPYIOT aKTUBHOCTDH KOJIJIareHa3bl.

IMony4yeHHBIE pe3yabTaThl CBUACTEILCTBYIOT O BIIH-
saunn Kak HatuBHoro JITIC, Tak M OTHETBHBIX €ro
CTPYKTYPHBIX KOMIIOHEHTOB Ha aKTUBHOCTh UCCJIEAye-
MbIX (hepMEHTOB. MOXHO MPEAnoJIOXUTh, UTO 3HAYM -
TeJbHAas aKTUBALMs UCCIIEAYeMBbIX MPOTea3 HATUBHBIM
JITIC gaBngeTcs cieaICTBUEM COBMECTHOTO NIENCTBUS
TPeX ero CTPYKTYPHBIX KOMIOHEHTOB (O-creuundu-
YeCcKOro TMoJIucaxapuia, oJIMrocaxapyuia Kopa u jJu-
nuga A).

Bmecrte ¢ TeM nMeroTcsl He3HAUYUTEIbHbIE CBEIS-
HHS 0 TOM, 4TO ocobeHHocTH cTpoeHus JITIC moryT
BIUSTh HAa aKTUBHOCTH (pepMeHTOB. Tak, moka3zaHO
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Puc. 8. Biusinue otnenbHbix dpakuuii JITIC P. agglomerans 11324 Ha KoJutareHa3HYy10 akTUBHOCTb npoteas Bacillus. CrinoirHas
JIMHUSI — aKTUBHOCTH TtenTraasbl 6e3 nodasinenus JITIC (ypoBeHb KoHTposIsT). JlaHHBIE TIpeICcTaBIeHbl KaK CpeiHee 3HaYeHre
BesmunH + SEM. Benmmuunsl, 3HauuTenbHO (P < 0.05) oTmMuHbIe OT KOHTPOJIsI, 0003HaYeHBI (*).

MUKPOBHOJIOTUA Ttom 90 Nel 2021



CTPYKTYPA U BUOJTOTUYECKME CBOMCTBA O-CIHHELIU®UYECKOTO... 119

(Dentovskaya et al., 2007), 9T0 yKOpOYeHHE OJIMTOC-
axapuma Kopa IMIpUBOIUT K MHTMOMPOBAHUIO HPUOPH-
HOJIMTUYECKON U TIJIa3MOKOATYISIIIMOHHON aKTUBHO-
cTeil akTUBaTOpAa MJIa3MUHOTeHa Yersinia pestis, TOTOA
KaK CHUXKEHUE CTENEHU alWJIMPOBAHUS TUNIUAA A HA
X aKTUBHOCTH He BiIusieT. Sugiyama, Minami, Ishii
Amano (Sugiyama et al., 2013) mokazanm BaxKHYIO
poab (pochaTHBIX TPYIITEI IMTTHIA A B THTUOMPOBA-
arn Lon iporteassl E. coli.

Takum obpazoM, u3 P. agglomerans 11324 BeigeneH
JITIC u ero cTpyKTypHbIE KOMITOHEHTHI, KOTOPBIE XU -
MHUYECKU oxapakTepu3oBaHbI. [1o cocTaBy >KMPHBIX
kuciaoT gunuaa A wuccienyembiit JITIC cxomeH c
JITIC gpyrux mnpencraButeneii Enterobacteriaceae.
Crpykrypa mununa A P. agglomerans 11324, kak u nu-
MUI0B A JIpPYyTUX MCCIAEAOBAHHBIX IITAMMOB 3TOTO
BUJa, XapaKTepu3yeTcsl TeTepOreHHOCTbIO, O0YCI0B-
JIEHHOM pa3HOM CTEINeHblO allMJIMPOBaHMS, OJHAKO,
B OTJIMYME OT Apyrux aummaoB A, comepxut CI18:0
kuciory. OIIC P agglomerans 11324 otnmdaercs
CTPYKTYPOW1 TIOBTOPSIIOIIETOCS 3BeHA OT YCTAHOBJICH-
HBIX IO HACTOSIILIETO BPEMEHU CTPYKTYDP APYTUX IITAM-
MOB 3TOTr0 Buaa. MHTepecHbIM MpeAcTaBIIsSIETCS] aHATIO-
rust ctpykryp OIIC P. agglomerans 11324 co cTtpykTypa-
MM TIpeAcTaBUTeNIeir cemelicTBa Burkholderiaceae:
Burkholderia cepacia O1, O9 (CSDB 31598, 108499,
126042), a Takxe Enterobacteriaceae: Serratia marc-
escens S1254, 027 (CSDB 179 u 255) u Klebsiella
pneumoniae i28/94 (CSDB 3608). ITockoabKy cepo-
JIOTUYECKUMMU UCCIEAOBAaHUSIMU HAMU MMOKa3aHO OT-
CYTCTBHE OOIIMX aHTUTe€HHBIX AeTepMuHaHT B JITIC
P. agglomerans 11324 u [pyrux M3y4eHHBIX HaMH
mwtammax P. agglomerans, Ham nipeacTaBisieTcsl nep-
CMEKTUBHBIMU JaJibHEeIIne UCCAeI0BaHusI 110 yCTa-
HOBJICHUIO CEPOJIOTMYECKUX B3aMMOCBSI3E MeXIy
P. agglomerans 11324 u 6akTepusiMu C aHaJOTUYHOM
ctpyktypoii OIIC. ITonydeHHbIe HAMU Pe3yAbTaThl O
cnocooHoctu JITIC ucciemyeMoro mramMma BIUSITH
Ha aKTUBHOCTb MPOTEa3 C pa3jiMyHoOl crieunu@uuHo-
CTBIO OXUAAIOT NaJbHENIIEro o0CYKIeHUsI C TOUKHU
3peHUs 11eJIeCOOOPa3HOCTU TAKOTO B3aUMOICUCTBUS.

BJIIATOOJAPHOCTHU

ABTOpBI BhIpaXaloT OiarogapHocTh AsiekcaHnpy Yu-
xoBy (MHCcTUTYT opranndeckoit xumuu uM. H.JI. 3enunH-
ckoro PAH, MockBa, Poccus) 3a perucrpanuio criekTpa
ESI MS nununa A P. agglomerans 11324.

PMHAHCUPOBAHUE PABOTHI

KowmmbloTepHas nHteprnipetays faHHbix IMP u BbI-
ssicHeHue cTpykTypbl OIIC ObUia momaep:kaHa TpaHTOM
Poccuiickoro HayyHoro donmga Ne 18-14-00098.
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Structure and Biological Properties of the O-Specific Polysaccharide and Lipid A
from Pantoea agglomerans P324

E. L. Zdorovenko', A. A. Kadykova'-2, A. S. Shashkov', L. D. Varbanets?,
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Abstract—The lipopolysaccharide (LPS) of a new Pantoea agglomerans strain P324 was studied by chemical
and biological methods. Mild acid hydrolysis of the LPS resulted in lipid A and O-specific polysaccharide
(OPS) fractions. Studies by negative-ion mode HR ESI mass spectrometry showed heterogeneity of the lipid
A, the major form being a hexa-acylated derivative containing biphosphorylated GlcN disaccharide, four
14:0 (3-OH), one 18:0, and one 12:0 residues. The following structure of the OPS was elucidated by chemical,
NMR, and computational methods: —3)-a-L-Rhap-(1— 4)-a-D-Glcp-(1—. The P. agglomerans P324
LPS showed a medium level of toxic and pyrogenic activities. Structural components of the LPS exhibited
varying effects on the activity of Bacillus peptidases. Thus, the OPS and lipid A played a significant
role in fibrin hydrolysis by Bacillus proteases but did not affect the activity of protease 2 of B. thuringiensis
IMYV B-7465 and protease 1 of B. thuringiensis IMV B-7324. Hydrolysis of elastin was intensified by the core
oligosaccharide and lipid A. Hydrolysis of collagen in the presence of the isolated fractions was accompanied
by inhibition of activity as compared to the native LPS.

Keywords: Pantoea agglomerans, lipopolysaccharide, structures of the O-specific polysaccharide and lipid A,
NMR, activity of Bacillus peptidases
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TAJJAKTO®YPAHAH KJIETOYHOHN CTEHKU AKTUHOBAKTEPUI
POJA PAENARTHROBACTER
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H3ydyeH cocTaB U CTPYKTypa IIIMKOITOJIMMEPOB KJIIETOYHBIX CTEHOK MpeACTaBuTeNei pona Paenarthrobacter —
P, aurescens BKM Ac-11057, P, histidinovorans BKM Ac-1978T ut P, nicotinovorans BKM Ac-1988T, otHOCHB-
IUXCS paHee K pomy Arthrobacter. Y BceX WHCCIEeNOBAHHBIX INTAMMOB BBISIBICH HEUTpaJbHBIN
noymcaxapui — (1 — — 6)-cBsa3aHHblii - D-ranakTodypaHaH, [TOYTH TOJTHOCTHIO 3aMETLEHHBII 110 THIPOK-
cwiam npu C-2 rajgakTo3bl ocTaTkaMu 2,3-aualneramuao-2,3-auae30KCcu-0o-riokonupanossl (o-Glep-
NACc3NAc). KuciotHble ruIpoiin3aThl KJIETOUHBIX CTEHOK COMEPIKaJIM TaJlakTo3y, IJIIOKO3Yy, apabuHO3Y,
[JIIOKO3aMUWH U rajlakTo3aMHH. MccienoBaHus MPOBOIWIN XUMUYeCKUMU U Sl M P-crieKTpocKonmuecKu-
mu Metogamu. CTpyKTypa rajaktodypaHaHa He OblLia OIucaHa paHee JUISl TIpeACTaBUTENIeH APYTUX POIOB
akTHHOOaKTepuii. [ToydyeHHbIe TaHHBIE PACIIIMPSIOT MIPEACTABICHUS O XUMUIECKOM CTPOSHHMH KIIETOYHBIX
CTEHOK MUKPOOPraHU3MOB U MOTYT OBITh BOCTPEOOBaHBI B CHCTEeMAaTHMKe aKTMHOOAKTEPUii, B YaCTHOCTH,
st mucbdepeHInany Ha ypoBHe (heHOTUTIa 1 000CHOBAaHUSI OITMCAaHMST HOBBIX POJIOB B COCTaBe ceMelicTBa

Micrococcaceae.
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M3ydyeHre TIMKOIOJMMEPOB KJIETOUHBIX CTEHOK
MUKPOOPraHU3MOB IIPEACTABIISIET MHTEPEC IJIsI psiaa
obiracTeit pyHIaMeHTaIbHON W TIPUKIATHOM HAYKH,
B TOM YHCJIE, TAKCOHOMUU MHUKPOOPraHMU3MOB. XOTS

cucteMa KjiaccuduKaluu poKapuoT BO Bce OobllIeit
Mepe 6a3upyeTcss Ha JaHHBIX TEHOMUKM, CBEICHUS O
beHOTUITMIECKX XapaKTepUCTHUKAX, B YaCTHOCTH,
XeMOTaKCOHOMUYECKUX, OTPAXKAIOIMINX XUMUIECKII
COCTaB KJIETOK M KJIETOYHBIX CTEHOK, MO-TIPEXHEMY
aktyaiabHbl (Nouioui et al., 2018; Chun et al., 2018).
OCHOBHBIM TJIMKOITOJIUMEPOM  KJIETOYHBIX CTEHOK

IMpunsareie cokpamenus: HSQC — npoTtoH-neTeKTupoBaHHAs
rereposiiepHasi ogHokBaHToBasi Koppemsiuusi; J (KCCB) —
KOHCTaHTa CITUH-CITMHOBOTO B3anmonaeiicteus; ROESY — nBy-
MepHasi CIeKTpocKoIus simepHoro addekra OBepxay3epa BO
Bpamawlieiics cucreme koopauHar, COSY — KopeuIsiuoH-
Hast criekTpockonusi; TOCSY — ToTajibHasi KOppessiluoHHasi
cniekrpockorusi; HMBC — rereposinepHasi KOppesiiust yepes3
HeckoabKo cBs3eii; TSP — HaTtpueBast cojib 3-(TpUMETUIICU-
amn)-2,2,3,3-TeTpaneiiTeporponMoHOBON KUCIOTHL; Oc, O —
3HAUCHUS] XUMMUECKUX CABMrOB atoMoB -C u 'H coorset-
CTBEHHO.

IrPaMITOJIOKUTENIbHBIX OaKTepuii, KaK U3BECTHO, SIBJISI-
€TCsI TIENTUIOITINKAH, XapaKTePU3YIOLINICS BBICOKOM
CTENEHbIO CTPYKTYPHOro pa3HooOpasus (Schleifer,
Kandler, 1972; Schumann, 2011). Tumnsl (Bapuauumn)
CTPYKTYpP BTOIO IIOJIMMEpA SIBJISIIOTCS BaXKHEUIIMMU
XEMOTAaKCOHOMUYECKMMHU TMpU3HAKaMU TaKCOHOB
aKTUHOOAKTepuii pa3angHoro panra (Schumann,
2011; Schumann et al., 2009; Busse, 2016).

IToMyMoO menTUOOINIMKAaHA, KJIETOUHAs CTCHKA
IrpPaMIOJIOXKUTEIbHBIX OaKTepUii OOBIYHO CONEPXKUT
[JIMKOMOJIVMMEPHI MHBIX TUIIOB, KOBAJEHTHO CBSI3aH-
HbIE C NENTUIONIMKAHOM, KOTOPBIE YaCTO Ha3bIBAIOT
BTOPUYHBIMU raukonoauMepamu (“secondary cell
wall glycopolymers”) (Kohler et al., 2009; Schade,
Weidenmaier, 2016). IlociiemHue TpencTaBIeHbI
docdarcomepKallliMU IIIUKOIIOIUMEPAMU — TeX0-
€BBIMU KHCJIOTaMM U IToJu(TimKo3uiadocdaraMu), a
TakKe 6ecpochaTHBIMU — TEMXYPOHOBBIMH U TEHXY-
JIO30HOBBIMU KUCJIOTaMU UJIU TTOJIMCaxapyuaaMu Ipy-
rux TunoB (Kohler et al., 2009; Potekhina et al., 2011;
Tynbckast u coasnr., 2011; Schade, Weidenmaier, 2016;
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IIIamkoB u coasrt., 2020a). [TokazaHo, 4ro HaOOp U
CTPYKTYpa BTOPMYHBIX IJIMKOIIOJIUMEPOB SIBJISIIOTCS
crieunpUIHBIMU JIJIST pSiia U3yYeHHBIX BUIOB, POIOB
1 TAKCOHOB aKTUHOOAKTepUit 60Jiee BLICOKOTO YPOB-
Hs (Takeuchi et al., 1990; Potekhina et al., 2011; Ev-
tushenko, Ariskina, 2015; Magee, Ward, 2015; Good-
fellow, 2015; Goodfellow, Jones, 2015; Nouioui et al.,
2018; Busse, 2020; IIIamkoB u coasT., 2020a).

Pon Paenarthrobacter (cemeiictBo Micrococcaceae)
BKJIIOUAET 6 BUIOB, KOTOPbIE paHee BXOAUIU B COCTAB
pona Arthrobacter (rpynma “Arthrobacter nicotinovo-
rans”) (Busse, 2016). Pox npemioxeH Ha OCHOBE (pu-
JloreHeTH4ecKoit o6ocobmeHHoCcTH (16S pPHK) BO-
LIEONINX B HETO BUAOB U UX OTJINYMiL OT Arthrobacter
sensu stricto 1 ApYyrux OJU3KUX pOJIOB MO (heHOTUITU -
YeCKMM IIpU3HaKaM, IJIaBHBIM 00pa30M, XeMOTaKCO-
HOMHWYECKUM (CTPYKTypa IENIMOOTINKAHA, COCTaB
M30TIPEHOUIHBIX XUHOHOB U IIOJISIPHBIX JIMITHIOB)
(Busse, 2016). INpencraButenu poma Paenarthrobacter
MMEIOT TIENITUAOITINKAH A30. tmiia, Bapmanus All.17
(L-113uH B TeTpareNTUAHON LIeMOUYKe, MEKITeTITHI -
Hblit MOcTUK L-Ala—L-Thr—L-Ala) (Schumann et al.,
2011; Busse, 2016). CBeneHUSI 0 BTOPUYHBIX TJIMKO-
MoJMMEpax 3Toro poaa pparmMeHTapHbl. s mramMMoB
IBYX BUIOB (P. aurescens u P. ureafaciens) moka3aHo OT-
CYTCTBHE TEMXOEBBIX KMCJIOT M HaJIMuMe HEUTpaib-
HBIX ITOJIMCaXapuIoB, CTPYKTYPhl KOTOPBIX HE yCTa-
HosJeHbl (Takeuchi, Yokota, 1989).

Ilenpro HacTosIIed paboThl OBUIO WU3yYECHUE
CTPYKTYP BTOPUYHBIX IIMKOIIOJIMMEPOB KIIETOYHBIX
CTEHOK TUITOBBIX IITAMMOB TpeX BUAOB poaa Paenar-
throbacter — P. aurescens (TUIIOBOI BU poaa), P. his-
tidinovorans n P. nicotinovorans.

MATEPHAJIbI 1 METOIbI NCCIITEJOBAHUA

ITammer mist uccnenoBanuii (P aurescens BKM
Ac-1105T, P. histidinovorans BKM Ac-19787, P. nicoti-
novorans BKM Ac-1988" u Paenarthrobacter sp. BKM
Ac-2576) obM TIONydeHbl U3 Beepoccuiickoit Koi-
JieKIuu MukpoopranusMoB (BKM) (www.vkm.ru).

KynbTypbl BhIpalliiBaiv a3poOHO TIpU TeMIlepa-
Type 28°C mo cepeavHBI (pa3bl ToTapuGMUIECKOTO
pOocTa Ha MENTOHHO-APOXKEeBOI cpee (T/J1): TIeNTOH —
5, apoxckeBoii akcTpakT — 3, K,HPO, — 0.2, rioko-
3a— 5; pH 7. KneTtouHble CTEHKH MOJIyYaid METOAOM
mddepeHINaATBHOTO IeHTPU(PYTUPOBAHNS N3 KJIe-
TOK, pa3pylIeHHBIX Ha YJIbTPa3ByKOBOM JIe3UHTETpa-
tope UP100H (“Hielscher”, I'epmanus) ripu 30 kI,
3—5 X 10 MuH B JeOTHONM BOJE; TINKOIIOJIUMEPHI
SKCTparupoBaii M3 KIETOYHBIX cTeHoK 10% TXY
pu 4°C (Potekhina et al., 2011).

IMponykTel KucaoTHOTrO ruaponu3a (2 M HCI, 3 4,
100°C) mpenapaToB KJIETOYHOM CTEeHKU U TIIMKOITOJIH -
MEpOB UIASHTUGULIMPOBAIN METOIAMU XpOMAaTorpa-
¢um Ha 6Gymare u aeKTpodopesa ¢ MCIOTb30BaHUEM
pPa3IMYHBIX CUCTEM pACTBOpPUTENIEe M crienmdude-
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CKUX Kpacuresieil (peakTtuB MimmepByma, HUHTHIPYH,
AgNO;, anunuH-dranar) (Potekhina et al., 2011).

AOCOMOTHYI0O KOH(MUTYpAIIUIO TaJJaKTO3hI OITpe-
JeJISITd MOAU(ULIMPOBAHHBIM METOJIOM C UCTIOJIb30-
BaHueM [2KX aneTmianpoBaHHBIX TJIMKO3UAOB C (5)-
OKTaH-2-0JIoM Kak onucaHo paHee (Potekhina et al.,
2011).

AMP-crieXTppl CHHUMaJId Ha CIIEKTPOMETpE
Avance 600 (“Bruker”, I'epMaHusi) 1jis1 pacTBOPOB
npenapatoB B 99.96% D,O mipm 30°C. [Ixs oTcyeTa
XUMUUYECKUX CIBUTOB WCIIOJIb30BAJIM BHYTPECHHUE
crangaptel TSP (8 0.0) 1 aneron (8- 31.45) npu
temmepatype 313 K. IBymepHbie SIMP-3kcniepuMeH-
Thl BBITIOJHSIJIA C WCIIOJIb30BAHUEM CTAaHOAPTHOTO
MaTteMaTudeckoro obecriedueHust pupmbl “Bruker”
(“Bruker Optik GmbH”, I'epmanusi). Bpemsi ciiH-
jgoka B skcnepuMenTtax 'H,'H TOCSY cocrasisuio
100 mc. 'H,C HMBC 3KcrepyuMeHTHI ObUIA OITH-
mu3upoBaHbl 1j1st KCCB 8 I'm.

Brigenenune JJHK, amnnudukanumo, CeKBEHUPO-
BaHNE Y aHAJIM3 II0CIeI0BATEIbHOCT HYKJIEOTUIOB
reHa 16S pPHK mrramma BKM Ac-2576 npoBoain
Kak ornmcaHo paHee (Ryzhmanova et al., 2017).

PE3YJIbTATBI 1 OBCYXIEHHUE

B KMCTOTHBIX THAPOIU3ATaX KIETOYHBIX CTEHOK
M3ydeHHBIX WTaMMmoB (P. aurescens BKM Ac-1105T,
P. histidinovorans BKM Ac-1978", P. nicotinovorans
BKM Ac-1988T) 1 BbIIENEHHBIX U3 HUX IPENAapaToB
TJIMKOTIONIMMEPOB OOHAPYKEHBI B Pa3HBIX COOTHOIIIE-
HUSIX TajlakTo3a, TJII0K03a, apabrHO3a, a TAKXKE MITFOKO-
3aMUH U TanakTto3aMuH. DochopHbie 3UPHI TIIALIES-
pYHA 1 IPYTUX TTOJIMOJIOB WIM CaxapoB OOHAPYXKEHBI HE
OBLIN, YTO YKA3bIBAJIO HA OTCYTCTBUE TEXOEBBIX KUCIOT
n nomu(rmmkKo3wigocdaroB) u Haamure oecdocdar-
HBIX IJIMKOTIOJIMMEPOB.

[Ipemapatsbl INIMKOIIOJIMMEPOB 13 KIETOUHBIX CTE-
HOK BCEX TPEeX BBIIICYIIOMSHYTHIX IIITAMMOB, HCCJIE-
JoBaHHbIe MeTogamMu S MP-cnekTpockonuu, Irmoka-
3aJI1 TIOJIHYIO MACHTUYHOCTh. Pa3BepHyTOE oImcaHue
SMP-crieKTpoMeTpUUeCKOTo aHAIM3a TPUBOTUTCS JIJIsT
npernapara mramma P, nicotinovorans BKM Ac-1988T.

Cnekrp SIMP B3C (puc. 1) npenapara rJIMKOIIOIHK-
mepa mramma BKM Ac-1988T conepxan B o6inactu
pe30HaHCca aHOMEPHBIX aTOMOB YIJIepoJa TPU CUTHA-
qa 1ipu O 109.1 m.o. (MuHOp), 107.3 M1, 1 97.3 Mo
B obmacTu pe3oHaHca aTOMOB yTJIEpoOia, CBI3aHHBIX
C a30TOM, MMEJIMCh [[Ba CUTHAJA TTPH O 53.6 1 53.1 m.11.
B cunbHOM mose MaeHTUOUIUPOBAHEBI ABa CUTHANA
MeTHIBHBIX Ipyri N-areratoB (O 23.0 u 23.3 m.1.),
MM COOTBETCTBOBAJIM JIBa CUTHajlla KapOOHWJIbHBIX
aToMOB yriiepoaa npu ¢ 176.1 u 175.4 m.a. Ocrasb-
HBIE CUTHAJTBI HAXOIWJINCH B 061acTH O 88—62 M.11. B
00J1aCTU pe30HaHCa MPOTOHOB IMPU AaHOMEPHBIX aTO-
Max yriepona B criektpe SMP 'H 6butn BUIHEBI 1Ba



124 I[TOTEXUHA u np.

CH;CON

o

CH;CON

W — M

176 110 105 100 95 90 85 80 75 70 65 60 55

24 M.o.

Puc. 1. Cnexrp Bcamp ranakTodypaHaHa U3 KJIETOUYHOU cTeHKU P. nicotinovorans BKM Ac- 1988T. Apabckue udpsl OTHE-
CEeHBI K aTOMaM B OCTaTKaX caxapoB, 0003HaYeHHBIX 3arJIaBHBIMM JJATUHCKMMM OyKBaMU, Kak IoKa3aHo B TaOJI. 1.

MHTEHCUBHBIX CUTHAJIA TIpH Oy 5.10 M.I. (YIIUPEHHbII
cunriet, 3J < 2 Tu) u 8y 5.02 m.a. (myoner, 3/ 4 T'n). B
CHJIBHOM TIOJIe TIPUCYTCTBOBAJI MHTEHCUBHBIM CHH-
et 1pu Oy 1.98 m.a. OcranbHbIe CUTHAIIBI PacIIofia-
rajiMch B 061actu Oy 3.5—4.2 m.1.

OnHOMEpHBIE CIEKTPHl ObUIM pacIIMppoBaHbI
IIpY aHaIM3e IByMepHBIX romosaepHbix 'H,'H COSY,
TOCSY, ROESY u rerepoanepusix 'H,*C HSQC u
HMBC cnekTpos. 'oMosimepHBIE CITEKTPHI BBISIBUINA
HaJIMuMe B MOJIMMEpPe OCTaTKOB B-ramaktodypaHo3bl
(B-Galf, ocratku 4, A') u 2,3-nuaneraMuno-2,3-mu-
ne30Kcu-o-rmokonupaHo3bl  (0-D-GlepNAc3NAc,
ocratok B). Cnexrp 'H,'"H ROESY (puc. 2, tab6iu. 1)
coaepXKal Cpeny MPOYNX KOPPeSIITMOHHBIe TMKU H-
1(4)/H-6,6'(A4) (5.12/3.90; 3.64) u H-1(B)/H-1.2(A)
(5.03/5.12;4.20), KOTOpBIE CBHUACTEILCTBOBAJIM O
(1 = 6)-cBs13u Mexy octatkamu -Galf u o 3amelriie-
HUM TocjienHux octatkamMu oO-D-GlcpNAc3NAc no
rugpoxkcmy y C-2. OTMeTM, 4TO 3HAYUTEILHbII simep-
b1t 29ddexT OBepxayzepa H-1(B)/H-1(4) (5.03/5.12)
oXuaaeTcsl B JaHHOM ArcaxapuaHOM (bparMeHTe Tpu
onmHakoBoii (D) koHdurypauuu nuparos (Bock, Ped-
ersen, 1983). OTHeceHue curHaiaoB B cnekrpe SIMP
B3C nonvmMepa GbUIO BBITIOIHEHO IPY aHAIM3E CIIEKTPA
'H,BC HSQC (tabxa. 1). CnaboIonbHoe CMELIEHNE
curtHaiioB C-2 u C-6 ocrarka 4 110 CpaBHEHMUIO C CO-
OTBETCTBYIOIIMMU CUTHaJaMu B B-meTwmi-D-ramak-
todypanosuae (Lipkind et al., 1988) moaTBepxmaio
3aMeIleHNe OCTaTKa MO TUAPOKCUIIaM MPU 3TUX aTO-
MaxX. AHaJIN3 IBYyMEPHBIX CIIEKTPOB BBHISIBUJI IPUHAI -
JIEXKHOCTb MUHOPHBIX CUTHAJIOB He3aMeIeHHBIM I10
C-2 ocratkam B-Galf (octatku A'; Tadu. 1). Cnekrp
'H,3C HMBC (puc. 3; Taba. 1) moarsepau HaIudue
(1 = 6)-cBsa3u Mexay ocratkamu -Galf (Koppessi-
nuoHHble uku H-1(4)/C-6(4) (5.12/70.4) u H-
6'(A4)/C-1(4)) (3.64/107.3) 1 (1 — 2)-CBA3U MEXIY

ocratkamu o.-D-GlcpNAc3NAc u B-Galf (koppeisi-
nuoHHble uku H-1(B)/C-2(4) (5.03/87.5) u H-
2(A4)/C-1(B) (4.20/97.3).

Taknum obpasom, AMP-skcriepyuMeHTH ITOKa3a-
JIM, YTO MperapaT IJMKomnojaumepa mrtamma BKM
Ac-1988T comepXuT HelTpanbHBIN Monucaxapus —
rajaktodypaHaH, MO4TH MOJHOCTEIO (90%) 3ame-
IIEHHBIN OCTaTKaMU IMAaMUHOTJIIOKO3bI, CO CTPYKTY-
POt MOBTOPSIOLLETOCS 3BCHA:

—6)-D-B-Galf-(1-
2)
T
90%)0-D-GlcpNAc3INAc-(1

M eHTHYHOCTD CIEKTPOB IIIMKOITOJIMMEPOB IIITAM-
MOB P. aurescens BKM Ac-1105T, P. histidinovorans
Ac-1978T n onmucannoro seiie BKM Ac-1988T yka-
3BIBAJIO HA MAEHTUYHOCTh CTPYKTYP TajlakTodypaHa-
HOB Y BCEX TPEX OPraHU3MOB.

Panee aHajlormyHbIi rajakrodypaHaH ¢ TUaMU-
HOTIJIIOKO3011 B 0OKOBOI1 1IeTIX OBbLI OIIMCaH B COCTaBe
KJIETOYHOU cTeHKUu Arthrobacter sp. BKM Ac-2576
(Shashkov et al., 2012). C tenbio yToYHEeHUsT TaKCO-
HOMUWYECKOTo TojiokeHus1 mrtamma BKM Ac-2576
OBLIO IIPOBEACHO CPAaBHUTEIBHOE M3yYeHUE I1OCTIe-
nJoBaTtesbHoCTel HyKiIeoTua0B 16S PHK reHos sToro
ITaMMa M POACTBEHHBIX OopraHu3MoB. bwuio ycra-
HoBJIeHO, 4To BKM Ac-2576 Tak:Ke OTHOCUTCS K POLY
Paenarthrobacter. TlocnenoBaTelbHOCTh HYKJICOTH-
noB reda 16S PHK renos mramma BKM Ac-2576
nMmeer 100% cxoncrsa ¢ nenoHupoBaHHoil B GenBank
nocyienosaresbHocThio  (BJIMDO01000050) 1mtamma
P. aurescens NBRC 12136 (=P. aurescens BKM Ac-
1105T).

MHWKPOBUOJIOTUS Ne 1
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Puc. 2. Yacts criekTpa 1H,lH ROESY ramakrodypaHaHa u3 KJIeTOUHOI cTeHKU P. nicotinovorans BKM Ac-1988T. Cootser-
crByonue yactu - H AIMP criekTpa noxkasaHsl BIOJIb oceil. Apadckue G pbl OTHECEHBI K aTOMaM B OCTaTKax caxapoB, 000-
3HAYEHHBIX 3arJIJaBHBIMU JIATUHCKMMU OYKBaMU, KaK IOKa3aHo B TaoI. 1.

TakuMm o0pa3oM, BCe MCCIIENOBAHHBIC IITAMMBI
pona Paenarthrobacter, oTHOCSIIIIAECS K TPEM BUAaM —
P. aurescens (TurioBoii Bun pona), P. histidinovorans n
P, nicotinovorans, u iraMm Ac-2576, CXOIHBI I10 I10-
clleoBaTeIbHOCTU HyKjIeoTuaoB reHa 16S PHK c¢
P. aurescens BKM Ac-1105", comepxar B KayecTse
BTOPUYHOTO IIMKOITOJIMMEpPa KJIECTOYHOM CTEHKHU Ta-
JJakTo(pypaHaH C O-IMAaMUHOIIIOKO30i1 B OOKOBOI1
nernu. CTpyKTypa 3TOro IoJMMepa yCTaHOBJIEHA IO
HACTOSIIIETO BpEeMEHU TOJIBKO y IIpeacTaButelieii Pae-
narthrobacter v He oIMcaHa y APYTUX NPOKAPUOTHEIX
MUKpOOpTaHu3MoB. [Ipu 3TOM, Kak 0OTMe4ajIoch pa-
Hee (Takeuchi, Yokota, 1989) m moka3zaHo Hamwu,
mTamMMbl BUnoB Paenarthrobacter (P. aurescens, P. his-
tidinovorans, P. nicotinovorans, P. ureafaciens) He UMeroT

TEMXOEBBIX KUCJIOT WIH APYTUX docdaTcomepsKamx
TOJIMMEPOB.

HMHTepecHO Takke OTMETUTb, YTO B KJIETOUHOM
CTeHKe Apyrux BunoB Paenarthrobacter (P. ilicis, P. ni-
troguajacolicus n P. ureafaciens), Kak 1 y 1IITAMMOB,
W3y4eHHBIX B JaHHOI paboTe, COMEePKUTCS B 3HAYM-
TeJbHOM KoJimuecTBe rajgakrosa (Keddie, Cure, 1978;
Takeuchi, Yokota, 1989). OTo MoxXeT yka3bIBaTh Kak
Ha HaJIM4YMe y HUX aHAIOTUYHOTO TajakTodypaHaHa,
TakK U JPYroro rajaakTo30CoAepKallero MojuMmepa.
JlanpHeiiee uccaenoBaHUE TIPEACTABUTEIICH STUX
BUIOB TTO3BOJIUT BBISICHUTH, XapaKTePeH JIU UICHTH-
GULIMPOBaHHBIN rajakTodypaHaH IJIsI BCeX BHUIOB
poma YT OH CBOMCTBEH JIUIITb YaCTH €TO BUIOB.

Ta6imua 1. Xumnueckne capury B criektpax 2C u 'H IMP ranakrodypaHaHa 13 KJI€TOYHON CTeHKH P, nicotinovorans

BKM Ac-1988T

XuMunyeckue CABUTU
13C (8 aueron 31.45) u 'H (8, TSP 0.0)
Ocrartok
C-1 C-2 C-3 C-4 C-5 C-6
-1 H-2 H-3 H-4 H-5 H-6.6
—6)-D-B-Galf-(1»> 4 107.3 87.5 76.7 83.7 70.4 70.4
2) 5.12 4.20 4.28 4.02 4.01 3.90, 3.64
0 97.3 52.82 53.30 68.9 74.0 61.7
0-D-GlepNAC3NAc-(1 B 5.03 4.06 4.13 3.58 3.86 3.86, 3.82
—6)-D-B-Galf-(1- A 109.1 82.3 78.2 84.5 70.8 70.4
5.06 4.13 4.06 4.00 3.96 3.87,3.81
A NAc: 8 23.3; 176.1, 8, 1.98.
b NAc: 8¢ 23.0; 175.4, 84 1.98.
MUKPOBHUOJIOTHUA  Tom 90 Ne 1 2021
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Puc. 3. Yacts ciekrpa lH,BC HMBC ranakrodypaHaHa u3 KJIeTOUHO#1 cteHku P. nicotinovorans BKM Ac-1988T. Cootser-
creyromue yacti  H u ~C AMP criekTpoB moKa3aHbI BOOJIb TOPU30HTAIBHONM U BEPTUKAILHOM oceit. Apabckue HudphI epe
KOCO 4epToit OTHOCSITCSI K TPOTOHAM, a MOocJie — K yIjepoaaM B ocTaTKaxX, 0003HaYeHHBIX 3arJaBHbIMU JJATUHCKUMU OyKBa-

MU, KaK MoKa3aHo B Ta0II. 1.

HeMHorouncieHHbsle U3ydyeHHbIE K HACTOSIIIEMY
BpEMEHMU TIPEICTABUTENI PEBU30BAaHHOTO pona Arthro-
bacter (A. globiformis, A. pascens, A. ramosus) (Busse,
2016) ut Bun Pseudarthrobacter oxydans (panee A. oxy-
dans), nmeromne, Kak u Paenarthrobacter, iennTumo-
mMKaH A30, TakKe XapaKTepH3yIOTCsS HaJTndueM
oechocdaTHBIX TTOJIMcaXapuIoB (CTPYKTYPhI KOTOPBIX
He yctaHobJieHbI) (Naumova et al., 1988; Takeuchi, Yo-
kota, 1989). UckntoueHue coctaBisieT A. crystallopoi-
efes, colepXalluii B KJIETOYHOM CTEHKE TEMXOEBbIE
kuciaoTtel (Naumova et al., 1988; Takeuchi, Yokota,
1989). BroT BUI, ogHAKO, BeCbMa yaajieH (pujloreHe-
TUYECKU OT TUITOBOIO Buaa pojaa, A. globiformis u, o
maHHbIM Busse (2016), MoxkeT paccMaTpUBaThCS Kak
MpeICcTaBUTENh HOBOTO POIIA.

B otmimune ot BeIeynoMsIHyToIX Paenarthrobacter v
Arthrobacter, viccienoBaHHbIe MPEICTABUTEIN POIOB
Glutamicibacter n Paeniglutamicibacter (panee mpuHa-
JexaBline K Arthrobacter) MMeEOT NMEeNTUAOIIMKAH
A4 THIIa ¥ collep3KaT B KAYeCTBE BTOPUYHBIX ITTUKO-
MOJIVMEPOB TeiixoeBbIe KUCJTOTHI /W
nonu(rmuko3widocdarel) (G. mysorens, G. nicoti-
anae, P. sulfureus, G. uratoxydans, G. protophormiae)
(Naumova et al., 1988; Takeuchi, Yokota, 1989; I1o-
TexuHa 1 coaBT., 2012; IIlamkoB u coast., 20200).

Takum obpazoM, B pe3ysibTaTe MPOBEACHHBIX HC-
CJIeIOBAaHWM TTOJIYYeHBI HOBBIE HaHHBIE O XMMUYE-
CKOM COCTaBe KJIETOYHBIX CTEHOK TpeX BUIOB Pae-

narthrobacter. Y TIpencTaBUTeNEH poja OOHApY:KEH
rajakrTogypaHaH ¢ O(-IMaMUHOIIIOKO30i1 B 00OKOBOIA
LeTU, He OIMCAHHBINA paHee y APYriuX MPOKApUOTHBIX
opranu3moB. [lokazaHo, 4TO 3TOT MoJaUMEpP U HAOOP
caxapoB KHUCJIOTHBIX T'MAPOJIM3aTOB KJIETOYHBIX CTE-
HOK (rajakTo3a, III0K03a, apabrHOo3a, TII0KO3aMUH U
raJlakTO3aMH1H), a TAKXKE OTCYTCTBUE TEXOEBBIX KUC-
JIOT 1 ApyTux ocdarcoaepKaiiix NoJIMMEPOB, XapaK-
TEepHBI IS TpeX W3ydeHHBLIX BUOOB Paenarthrobacter.
IMomydyeHHBIE pe3yabTaThl MOTYT OBITh BOCTPEOOBAHbI B
CHUCTEMATHKE MTPOKAPUOT AJ1s1 AU depeHIIMaLU POIOB
aKTUHOOaKTepHii Ha ypoBHE (heHOTHIIA.

PMHAHCHUPOBAHUE PABOTHI

PabGota BpImOHEHA Hpu mommepxkke MHMHUCTEpCTBA
HayKM U BbIciiero oopazoBanusi PD.

COBJIIIOAEHUE OTUYECKUNX CTAHIAPTOB

Hacrostmast cratest He COOCPXKUT PEIYJIbTATOB UCCIIC-
IOBAaHUM C MCIIOJIb30BAaHMEM KMBOTHBIX B KA4eCTBE O0b-
€KTOB.

KOH®JIMKT MHTEPECOB

ABTOpI)I 3asBJIAIOT, UYTO Y HUX HET KOHQ)J'II/IKTa MHTEPECOB.
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Abstract—The composition and structure of cell wall glycopolymers of Paenarthrobacter species
(P. aurescens VKM Ac-11057, P. histidinovorans Ac-1978T, and P. nicotinovorans VKM Ac-1988T, previous-
ly assigned to the genus Arthrobacter) was studied. All strains under study were found to contain a neutral
polysaccharide, (1—6)-linked B-D-galactofuranan with the 2,3-diacetamido-2,3-dideoxy-a-glucopyra-
nose (0.-GlcpNAc3NAc) residues that glycosylate most of the hydroxyl groups at C-2 of galactofuranose.
Acid hydrolysates of the cell walls contained galactose, glucose, arabinose, glucosamine, and galac-
tosamine. The polysaccharide structure was established by chemical and NMR spectroscopic methods.
The galactofuranan structure has not been previously described for representatives of other Actinobacteria
genera. The data obtained expand our understanding of the chemical structure of microbial cell walls and
may be used in taxonomy of actinobacteria, especially to differentiate at the phenotype level and to justify
the description of new genera in the family Micrococcaceae.

Keywords: Paenarthrobacter, galactofuranan, polysaccharide, cell wall, chemotaxonomy
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