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AnpoOHas gerpaganus XJIOPIIPOMU3BOAHBIX (DeHOJIa Y OaKTepUii IPOUCXOIUT IBYMSI OCHOBHBIMU ITyTSIMU U,
B TIEPBYIO OUYepellb, 3aBUCUT OT CTETIEHU TaJIoreHMPOBaHOCTU cyocTpara. [1py KoHBepcUU MOHO- 1 TUXJIOP-
¢deHoI0B HabMI0IaeTCs TMAPOKCUIMPOBaHUE CyOCcTpara 40 COOTBETCTBYIOIIETO (XJI0p)KaTexoJia, Ioce ye-
TO TIPOUCXOIUT Opmo-pacllieTJieHe ero apoMaTUyeckKoro Kosblia. Bropoit myTh, B KOTOpOM CyOCTparT Ipe-
BpalllaeTcsl Yepe3 TUAPOXUHOH/TUAPOKCUTUIPOXUHOH WU €ro XJIOPIIPOU3BOIHbBIC B MajleusialieTaT 1 aa-
Jiee B B-KEToamuIaT, XapakTepeH [Tt GaKTepHiA, METAGOTU3NUPYIOIINX MTOJUTATIOTEHUPOBAHHBIE (DEHOIBL.
BonbIMHCTBO Uccaen0oBaHU COCPEIOTOUEHO Ha OpraHM3Max U TMyTsIX, KOTOPbIe CBSI3aHbI ¢ AeTpaganueit
(xJ10p)apoMaTUIECKUX CyOCTPaTOB Yepe3 KaTeXoJibl, B TO BpeMsl KaK aJiIbTEpHATUBHbIN ITyTh TUAPOXUHOHA
ocTaercs ciaabo onucaHHBIM. B 0030pe npeacrasieHa nHGOpMaLY T10 IIyTsIM MeTaboau3Ma napa-3ame-
LIEHHBIX XJIOP(MEHOJIOB, TIe 0cob0e BHUMaHUe yaensieTcsl paBUMH3aBUCUMbIM MOHOOKCUTEeHAa3aM, KaTa-
JIM3UPYIOLIUM TIEPBUYHBIE PEaKIIMU OKMCIEHUsI CyOCTpaToB.
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XnopdeHoJbl — CHUHTETUYECKUE OpraHudecKue
COCIMHEHMSI, TTI0JTyYaeMble B KPYITHBIX IIPOMBIIILIEHHBIX
Y KOMMEpPUYECKUX MacllTabax IyTeM XJIOpUpoBaHUs ¢e-
HoJIa WIM TUApoau3a xjaopdeH3oj0B. Kak mmodouyHbie
MPOYKTHI OHU 00pa3yIoTCs MPY XJIOPUPOBAHUY ITUTHE-
BOM BOIBI, B MPOILIECCE KOKCOBAHUS YIJISI, BO BpeMs
OoTOeIMBaHUS TIPU NTPOM3BOACTBE OymMaru, a Takxe B
Ka4yeCTBE€ HMHTEPMECIMATOB Ha HEKOTOPbLIX CTaduAX
MPOU3BOJICTBA XJIOPPEHOKCUYKCYCHBIX TEPOUIIIOB.
Cwmecu xsmopdeHos0B, 61arogapst X (yHTULUUIHBIM
1 0aKTepULIMIHBIM CBOMCTBaM, IIIMPOKO UCITOIb3YIOT-
Cs B KaY€CTBE aHTUCCIITUKOB, ITPOIMTUTOK IJId A€pEBa
U KOXU, a TaKXKe XMMUKATOB JIJISI 3alIUThI PACTEHUIA.
CoenmHEeHUS 3TOM IPYNNbl MOTYT OOpPa30BhIBATHCS B
pe3yabTaTe €CTECTBEHHBIX peaKiMii B IToYBax U I10-
BEPXHOCTHBIX BOJaX MPU XJIOPUPOBAHUY T'YMUHOBOM
KUCJIOTHI U (heHOJI0OB XJIOPIIEPOKCHIAa3aMU HEKOTOPBIX
OakTepuii 1 TpuOOoB. JpyrumMu mpupoIHbIMU UCTOYHM -
KaMu XJIOp(EHOJIOB B OKPYXKAIOIIE Cpede SIBISIOTCS
MPOLIECCHl HEMTOJIHOIO OMOPA3I0XKEeHUS TTECTULIMIOB U
repOUIINIOB, B TOM umciie 2,4,5-TpuxiiopddeHOKCUyK-
cycHoit (2,4,5-T) n 2,4-nuxsiopdeHOKCUYKCYCHOM
(2,4-0) xucnot. Hus ymaneHus1 Xa0p¢heHOIO0B MC-
MOJIB3YIOTCS PU3NKO-XMMHUUECKHE M OMOJIOTUUECKIE
METO/IbI, IIPY 9TOM MOJIHAs OaKTepualibHasl aerpaaa-
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LIMSI CUYNTAETCS DKOHOMUYHBIM U 3KOJOTUYECKU YU-
CTBIM METOJIOM OYMCTKM OKpyxKaroiieit cpensl [1—3].

o HacTosI1Iero BpeMeHH! B INTepaType ONMCaHbI
JIBa OCHOBHBIX METAa0OINMYECKUX ITyTH adpOOHOI 1e-
rpagaliuv TaJlOTeHMPOBAaHHBIX (DEHOJOB. Y OakTe-
puii, KOTOphIE pa3jiaraloT MOHO- M TUXJI0P(EHOIIHI,
HaOIIOAaeTCs ITyTh Pa3JIOKEHMsI, B KOTOPOM 3aMEIICH-
HbI (DEHOJ TMAPOKCUIIUPYETCST 10 COOTBETCTBYIOIIECTO
KaTrexoia, IIOCJIe Yero IIPOUCXOIUT Opmo-paclleIUICHIE
e€ro apoMaTHYECKOTO KOJbIa. XOTsS OBIIO ITOKa3aHo,
YTO BCTPEUAIOTCs ITyTU MPOIYKTUBHOTIO Mema-paciiiern-
JIEHUSI, OOJIBIIMHCTBO U3BECTHBIX IIITAMMOB HCIIOJIb3Y -~
0T MUMEHHO MOIU(UIIMPOBAHHBIN opmo-1yTh. [lpu
5TOM aTOMBI XJIOpa 13 MOJIEKYJIbl apOMaTUYECKOTO Cy0-
CTpaTa yIaJssIoTCs YKe II0CiIe PACKPBITUSI apoMaTruie-
ckoro kosblia [3]. C npyroii cTopoHbl, ObLIM OOHAPY-
KEeHbl MyTU Ouoaerpaialiuu, IJIaBHbBIM 0Opa3oM y
OakTepuii, pacTylIUX Ha IIOJUTAJIOTeHMPOBAHHBIX
¢eHonax, B KOTOPBIX XJIOP B #apa-TIOJIOXKEHUN 3aMe-
1aeTcs TUAPOKCUILHOI TpyImnoii ¢ odpa3zoBaHUEM
TUIPOXUHOHA WJIX €T0 IIPOMU3BOIHBIX [2, 4—7]. I1pu
5TOM OIMH WIN HECKOJIbKO aTOMOB XJIOpa JIMMUHUPY-
I0TCSI U3 MOJIEKYJIbI CyOCTpaTa 10 PaCKpbITUSI apOMAaTH -
4yecKoro KoJblia. MickimodeHrneM 13 3TOro IpaBuIa siB-
JISIETCST META0O0IM3M MOHOXJIOpEHOIa, 3aMEIIIEHHOTO
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Puc. 1. TUNMMYHBINM KaTAIMTAYECKUIA IINKIT TNAPOKCUIMPOBAHUA (beHOJ'[OB, KaTaJTHSVIpyeMBIﬁ (l)J'IaBI/IH3aBI/ICI/IMbIMI/I MOHOOK-

cureHazamu (ruapokcunaszamu) [9]. I — okucnenHslit dnasuH, Il — BoccraHoBieHHsI# dnaBuH, 111 —

C4a-ruaponepoKcu-

¢mnasuH, IV — C4a-runpoxcudnaBut, S — cyocerpat, P — npoaykr, 1—5 — craguu KaTaIMTUYECKOTO UKIa. 1—7 — myTu neii-

cTBUs hepMeHTa.

B Napa-TIOJIOXEHUU, KOTOPBII IIPOTEKAaeT IO IIyTU
TUOPOXWHOHA, a He XJIopKaTexona [8].

MOHOOKCUTEHUPOBaHUE apOMaTUIECKOTo cyocTpa-
Ta, UMEIOIIETO XJIOP-3aMECTUTENh B Napa-TIOJIOKEHUH,
MPUBOIUT K OTHOBPEMEHHOMY T'MIPOKCIIMPOBAHUIO 1
JIeTaJIOTeHNPOBaHMIO, B PE3yJIbTaTe KOTOPOro obpaszy-
€TCsI TUAPOXMHOH WJIX €ro IMPOn3BOAHbBIC. Takoe OKCcH-
TCHOJINTUYECKOE IeraJIOTCHMPOBaHNE KaTalIUu3UPYyIOT
¢h1aBUH3aBUCHUMbIE MOHOOKCHUTE€HA3bl, 3aMeIlaloIue
XJIOp TUAPOKCUIBHOM TPYITIION, aTOM KMCI0PO/Ia KOTO-
poit npoucxomut u3 O,. DraBUH3aBUCHMBIE MOHOOK-
cureHasbl (ruppokcuiasbl) (K@ 1.14.13), paccmarpu-
BaeMble B JaHHOM 0030pe, UCITOJIB3YIOT B KQueCTBE KO-
daxTopa raBUH 1 TPEOYIOT IJISI €TO BOCCTAHOBJICHUS
HAJIH v HAI®H (puc. 1, cragus 2). BocctaHoB-
JICHHBII (p1aBUH pearupyer ¢ MOJIEKYJISIDHBIM KHCJIO-
poIoM ¢ 00pa3oBaHMEM IIPOMEXKYTOYHOIO COSTMHEHMST
C4a-runpornepoxkcudiaaBuHa (ctagus 3), KOTOPBIi SIB-
JIsIeTCsl aKTMBHOM (opMoit (jlaBUHA — KIIFOYEBOIO
MPOMEXYTOYHOIO COSOMHEHUSI BceX (hJIaBUH3aBUCU-
MBIX MOHOOKCHUTeHAa3. JleficTBYs KaK 3J1eKTpOodIII, 3TOT

MMPUKIIAAHAA BUOXUMHUA U MUKPOBUOJIOTUA

MHTEepMEIMAaT BCTpaUBaCT THIPOKCUIIbLHYIO TPYIITY B
apoMaTH4eCcKue CyOCTpaThl, B pe3yJIbTaTe 4ero oopa-
3yeTcs TUAPOKCUINPOBAaHHBIN NMpoayKT u C4a-ruj-
pokcudaBuH (ctaguu 4, 5). [locaenHuii 3atem ne-
TUAPATUPYETCS OO0 MEePBOHAYAIBHOTO OKMCJICHHOIO
¢dnasuHa (ctagus 6). B orcyrerBre peHOIBHOIO Cyo-
cTpaTa mpoMexXyTouHoe coeguHeHue C4a-runporre-
poxcuduiaBuH otierisgeT H,O,, 4ToObI BEpHYTHCS K
MepBOHAYaIbHOMY OKUCJIEHHOMY (piiaBUHY (cTamus 7)
[9—11].

Bce ¢naBuH3aBHCHMBIE THAPOKCIIIA3HI ITO KOJIMYE-
CTBY OEJIKOBBIX KOMIIOHEHTOB, YYaCTBYIOIINX B peak-
LM, MOTYT OBITh pa3AcjCHbI Ha IBE TPYIIbLI: OOHO- U
JIBYXKOMIIOHEHTHbBIE MOHOOKCHUIe¢Ha3bl. OIHOKOM-
MOHEHTHBIE (epMEeHTHl (KIacc A) KaTalu3upyloT
BOCCTaHOBJICHUE (bJlaBUHA M OKCUTCHALIMIO CyOCTpaToOB
B OJHOU U TOH K€ eNMHCTBEHHOM MOJIUIICITUIHOM 1ie-
Y, TOrma KaK 3TU PEeaklMM Y ABYXKOMIIOHEHTHBIX
¢d1aBUH3aBUCUMBIX MOHOOKCHUTEeHa3 (kKJjiacc D) mpo-
HMCXOMST B ABYX OTHEIBHBIX OeJIKaX: BOCCTAaHOBJICHUE
¢IraBrHA ITPOUCXOINT B AKTUBHOM IIEHTPE KOMITOHEH-
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Ta peIyKTa3bl, a OKCUTCHAIIMS CyOCTpaTa — B aKTUBHOM
LICHTpe KOMIIOHEHTa OKCUTEeHAa3bl. XOTS OTHOKOMITIO-
HEHTHBIE 1 IBYXKOMIIOHEHTHBIE MOHOOKCUTEHA3bI Ka-
TaNU3UPYIOT aHAJIOTUIHBIE PEaKIIMK THIPOKCUIINPO-
BaHMs (PEHOJBHBIX COCAMHEHUI, MEXIY STUMU IBY-
Ms1 TAITaMU (EPMEHTOB €CTh HEKOTOpPhIE OTJIMYMUS,
JIUKTyeMbIe X CTpOoeHHeM. TakK, y OTHOKOMITOHEHTHBIX
MOHOOKCHUTeHa3 (aBUH (IIpUYeM HWCKITIOUUTEIBHO
DAJI) — 310 IIpOoCcTETUYECKAs TPYIIA, IIPOYHO CBSI3aH-
Hasi ¢ OEJIKOM, B TO BpeMs KaK Yy JIBYXKOMITOHEHTHBIX
dnaBuH (MoxeT 6bITh DAJL, DMH, pudbodnaBuH),
Jerko audpGyHIupyss MeXny KOMIIOHEHTaMU, Ieii-
CTBYET CKopee Kak Kocyocrpart. IlepBas cramus puc. 1,
B KOTOpPOI IIPOUCXOIUT CBSI3bIBAHWE OKMCJIEHHOTIO
¢dmaBuHa c cybcTpaToM, XapakKTepHa O0JIbIIE TS Of1-
HOKOMITOHEHTHBIX MOHOOKCHTeHa3 [9—11].

MOHOOKCUTEHMPOBAHUE apOMATUYECKOTO COEor-
HEHUS, UMEIOIIETO JIEKTPOHOAKIIETITOPHBINA n-3aMe-
CTUTEJIb, TAKOW KaK HUTPO-TPYIIIA WIN XJIOp, IO
CPaBHEHUIO C HE3aMElUIeHHBbIM CyOCTpaTOM HWMEET
CBOU OCOOEHHOCTU. ATaKa MOHOOKCUTEHA3bl HA apo-
MaTUYECKOE KOJBIIO B HE3AMEIIEHHOM TIOJIOXEHUN
MPUBOAUT K 0Opa30BaHUIO XMHOJIOB, a B IMOJIOXKEHUH,
3aHMMAeMOM 3JIEKTPOHOAKLEIITOPHON TpyIIion —
XUHOHOB (pHc. 2).

ApOMaTHUYEeCKUI CyOCTpaT, MMEIOIIHNIT SJIEKTPO-
HOAKIIETITOPHBIN #7-3aMECTUTENb, MOXET METa0OIM-
3UPOBaThCs a3POOHBIMU OAKTEPUSIMU ABYMSI ITYyTSIMMU,
KOTOpBIE KOPPEIUPYIOT C THIIOM HCIIOIb30BaHHOMN
MOHOOKCHUTEHAa3bl 1, B MEHBIIIEH CTEIeHU, C TaKCO-
HOMUYECKOU IMPUHAIJIEKHOCTBIO TECTPYKTOPA.

Y rpamoTpulLaTebHBIX OakTepuil Mperumylie-
CTBEHHO OIHOKOMIIOHEHTHbIE (hJIaBUH3aBUCUMbIE
MOHOOKCUTEHAa3bl C OTHOBPEMEHHBIM BbIAEJIEHUEM
WOHOB 3JIEKTPOHOAKLIETITOPHOTO #-3aMECTUTENS Mpe-
00pa3yIoT n-3aMelIeHHBIN (peHOJ Yepe3 n-0eH30XU -
HoH (IIBX) B rumpoxmHoH (I'X), KOTOpHIii 3aTteM
TonBepraeTcsl mema-paciiervieauto [13—16]. Bropoit
MyTh BCTPEYAETCSI B OCHOBHOM y I'PaMITOJIOKUTETbHBIX
OakTepuii, rae Aerpaaalysi epBoHaYaIbHOTO CyOCTpa-
Ta B pe3y/ibTaTe aKTUBHOCTU ABYXKOMITOHEHTHBIX (bJia-
BUH3aBUCHMbIX MOHOOKCUI€Ha3 IIPOMCXOAUT 4YeEpe3
o0pa3oBaHMe 2-TUIPOKCU-1-OEH30XMHOHA, C Moce-
JYIOIIIMM €ro BOCCTaHABJIEHUEM /10 TUIPOKCUTUAPO-
xuHoHa (I'T'X), 6eH30iiHOE KOJBIIO KOTOPOIO 3aTeM
packpbIBaeTcsl B opmo- no3uuuu [17—21].

Jo HacTosIIero MoOMeHTa OOJIBIIMHCTBO MCCIIE-
JIOBAaHUII COCPENOTOYEHO Ha OpraHu3Max U IIyTsX,
KOTOpBIE CBSI3aHKI C Ierpaganueit (xjaop)apomMaTude-
CKHX CyOCTpaToB 4epe3 KaTexOJIbl, B TO BpeMs KakK
aJIbTepHATUBHbBIC MTyTU TUIPOXUHOHA OCTAIOTCS C1a00
onvcaHHbIMU. B 0030pe npencrapieHa nHGOpMaLus
10 IMyTSIM MeTa00JIM3Ma napa-3aMellicHHEIX XJIopde-
HOJIOB, IIie 0co00¢e BHMMaHUE yaesseTcd paaBuH3a-
BUCUMBIM MOHOOKCHUTI€Ha3aM, KaTaJIu3UpYOIIUM
IIEPBUYHBLIC peakliMy OKMCJIeHUsI cyocTpaToB. Bo-
MIpOCHl 00pa3oBaHMs XJIOpKaTexoJa U JaJIbHEHUIIIEeTo

ITPUKIIAAHAA BUOXUMUA U MUKPOBHUOJIOT'UA

553
(a)
(0) O~
\\N+ (”)+ O
HO /‘N\O,
—_— E—— +NO;
OH
I I1
(6)
H HO H OH
i ;‘/
OH (O OH
111 1\Y

Puc. 2. [IpeBpailliecHre TMIOTETUYSCKUX MHTEPMEIUNATOB
MOHOOKCHUTeHa3HOi1 peakuuu [12]: a — aTaka MOHOOKCH -
TeHa30i IO CaiTy, 3aHSITOMY 3JICKTPOHOAKIIETITOPHBIM
3aMecTUTesIeM; 6 — MOHOOKCHUTeHa3a aTaKyeT CalT, 3aHsI-
TBI 2JIEKTPOHOMOHOPHBIM 3aMectutesieM: | — 4-Hutpo-
denon, I — napa-6enzoxunon, 111 — dpenomn, IV — run-
POXMHOH.

paclerieHUs: Mo MOIUMDUITUPOBAHHOMY 0pmo-TIyTU
OCTaroTCSI 32 paMKaMU JaHHOTO 0030pa.

KOHBEPCHUA 4-XJIOPO®EHOJIA
KAK YACTHBIU CJIYYAU TIYTU
JETPAIALIMU napa-3AMEIIEHHBIX
®EHOJIOB

MoHoxJ10p¢heHOIbI IIPEACTABIISIIOT CO00iT pOCTeii-
mylo GopMy XJIOPHMPOBAHHBIX (PEHOJIOB M COmepXKaT
TOJIbKO OIMH aToOM XJIOP 3aMeCTUTeNisi B OCH30MHOM
Koublie. 4-XnopdeHon (4-XP) MHUPOKO UCIIOIb3YET-
Csl B KauecTBe aHTUCENTUKA JIJIS IOMAIIHETO, 00Jb-
HUYHOTO U CEeIbCKOXO3SIMCTBEHHOTO TPUMEHEHMUSI.
Kpome Toro oH MoxeTr MocTynaTh B OKPYXKaloIIylo
Cpelly U €CTECTBEHHBIM ITyTEM B pPE3yJIbTaTe NEATENb-
HOCTH OakTepuii, r(puOOB U HACEKOMBIX [2, 3].

B aspoOHBIX yCIOBUSIX YCIelIHash MUHepaln3a-
LI1SI MOHO3aMEIIEHHBIX B Mema U 0pmo MOJIOXKEHUSIX
XJI0p(PeHOTIOB OAKTEPUSIMHA OOBIYHO OCYIIIECTBIISIET-
csl MyTeM UX MepBOHAYaJIbHOTO OKUCIEHUS 10 3- WIKn
4-XJIOPKATEX0JIO0B C IIOCJICAYIOIUM PaCKPBITUEM
apoMaTUYECKOTO KOJIblla B 0pMO-TIOJIOXEHUM. XJIOP
B pe3y/ibTaTe CIIOHTAHHO yIAJIsieTCsl, a YIAepOAHbIi
CKeJIET MpeBpalllaeTcsl B IIPOMYKThI, KOTOPHIE acCU-
MILUIMPYIOTCS B IEHTPAJIbHOM METa00JIM3Me KJIETKMU.
HMHaye oOCTOUT Ae10, ¢ KOHBEepcueit MoHoxIopde-
HOJIa, 3aMEIIEHHOIO B napa-TIoJIoxXeHuu [3, 22, 23].

MOHOOKCUTEHMpPOBaHUE (PEHOJIOB, WMEIOIINX
3JIEKTPOHOAKLENTOPHBIN 7-3aMECTUTEIb, TAKOM KaK
Ne 6
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Puc. 3. AnbrepHatuBHble yTu Aerpagaiuu 4-H® ¢ epMeHTaMu, OTBETCTBEHHBIMU 3a CTAAWIO0 MHULIMALMMU Y IITAMMOB
Pseudomonas sp. WBC-3 (a), Arthrobacter sp. JS443 (6); R. opacus SAO101 (B). I — 4-uutpodenon, 11 — napa-6eH30Xx1HOH,
IIT — runpoxunoH, VI — 2-runpokcu- 1,4-6eH30X1MHOH; V — 4-HuTpokarexoi, VI — ruapokcuruapoxutoH, VII — B-keroanu-

nat, TCA — uukJ TpuKapOOHOBBIX KMCIIOT [12].

XJIOp, TIPUBOJIUT K OMHOBPEMEHHOMY THIPOKCUIUPO-
BaHUIO U erajoreHrpoBaHuio. [1pu aToM B pe3yibraTte
MPOSIBJICHUSI MOHOOKCUTEHA3HOI aKTUBHOCTY CHava-
Jla oOpasyeTcsl IMPOMEXYTOUYHBII# XWMHOH, KOTOPBIi
3aTeM BOCCTaHaBIMBaeTcs. B 3aBUCHMMOCTH OT TOrO,
YTO CIIYKUT CyOCTpaToM IJIsi AMOKCUTeHAa3, PaCIIeII-
JisTionux apomarudeckoe koibio I'X umm I'TX, pas-
JINYAIOT ABa ajJbTepPHATUBHBLIX MyTHU. [Ipeumyiie-
CTBEHHO y TPaMIIOIOXKUTEIHHBIX OaKTepHiA, TAKMX KaK
Bacillus spp., Rhodococcus spp. n Arthrobacter spp.,
Jierpagalus nepBoHaYaabHOTO cyocTpaTa IMIpOUCXOAUT
yepe3 oopazoBanme I'TX [17—21]. MoHOOKCUTEHA3HI,
OTBETCTBEHHEIE 3a 3Ty TpaHC(hOpMalInIO, IIpUHAIJIe-
XKaT K CeMEIMCTBY IBYXKOMIIOHEHTHBIX (hJIAaBUH3aBU-
CUMBIX MOHOOKcUTreHa3 [12, 18, 19, 24], Tak Ha3bIBa-
emoe TC-FDM-cemeiictBo [25]. beH30iiHOE KOJIBIIO
I'TX 3ateMm pacuieruisieTcss ¢ oopazoBanueM MA 1 na-
Jnee B-keroanunara. Bropoii myTh BCTpeyaeTcsi B OC-
HOBHOM y TpaMOTpMIIATeIbHbIX OaKTepuii, Hampu-
Mep y IITaMMOB pona Pseudomonas, i THALTMAPYETCS
OIHOKOMITOHEHTHOM MOHOOKCUreHasoi [13—16],
KOTopasi, mpeodpa3syeT napa-3amellieHHbIi cheHou B I'X.
beH3oiiHOE KOJIbLIO TTOCIEAHETO pacIlerIsieTcs ¢ 00-
pa3oBaHUEM Y-TUIPOKCUMYKOHOBOTO MOJyadbAeTU-
Jla, KOTOPBIM TpaHCc(hOpMUpPYETCs 10 Majeallerara, a
3areM j10 -keToanumnara [16, 26].

MMPUKIIAAHAA BUOXUMHUA U MUKPOBUOJIOTUA

ITockonabKky MHOTHE GaKTepHUallbHbIE AECTPYKTOPbI
CITOCOOHHI K pacIIeIICHNIO HECKOIBKUX (PEHOJbHBIX
cyOCTpaToOB, MMEIOIINX 3JIEKTPOHOAKIIETITOPHBINA 3a-
MECTUTENb, PACCMOTPUM JIETPafalivio Aapa-3aMelleH-
HBIX (DEHOJIOB CHavajia Ha IIpuMepe napa-HuTpodeHo-
na (4-H®P), 6MoxuMnIecKuii 1 TeHETUUECKUIA acIieK-
ThI KOTOPOTO IOCTATOYHO XOPOILIO U3BECTHBI. A3pOOHAsI
KoHBepcus 4-H® MoxKeT oCylecTBISAThCS OaKTepusi-
mu Kak depe3 I'X, tak m I'TX, mpuaem mociaenHmit
IMyTh UMEET JBa BapuaHTa (puc. 3).

Kak BugHO u3 puc. 3, B pe3yabTaTe MPOsIBICHUS
aKTUBHOCTU OOJHOKOMIIOHEHTHOM 4-HUTpOopeHOI-4-
moHookcureHassel (K® 1.14.13.167) PnpA 1mramma
Pseudomonas sp. WBC-3 nipoucxoaut Tpancgopma-
1ust 4-H® no IMBX [13]. 3ateM peaykTasa PnpB (KD
1.6.5.6) BoccranaBiuBaeT I[1bX mo I'X, 6eH30itHOE
KOJIbIIO KOTOPOTO pacUIEIIIeTCsl B CIEAYIOIIEe pe-
akuuu. Knaccuueckuii I'X-1myTh, KaTaJu3upyeMblid
OMHOKOMIIOHEHTHBIMU TMAPOKCIIa3aMU, OIMCAH TaK-
Xxe mys1 mramMmoB Moraxella sp. [27], Pseudomonas sp.
NyZ402 [28] u Pseudomonas sp. 1-7 [14].

JIBe rpaMIIOJIOKUTEIbHbBIC KYJIBTYPhI Arthrobacter sp.
JS443 [12] u Rhodococcus opacus SAO101 [18] meTa-
6omsupyoT 4-H® no I'TX mon neictBueM IByX-
KOMITOHEHTHBIX MoHookcureHas3 NpdAlA2 (KO
1.14.13.167) u NpcAB (K® 1.14.13.29). Ilocne pac-
LIeTUIeHUsI KOJiblla U 0Opa3oBaHMs [-KeToaaurmara
Ne 6
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MeTa0OJIUTEI 000MX aTbTEPHATUBHEBIX MyTEH ITOCTY-
natot B LHTK.

NurepecHo, yto ajisa mramMa Pseudomonas sp. 1-7
OBLI BbISIBJICH ITOOO0UHBIM ['TX-11yTh uepe3 4-HUTpPO-
Katexol (4-HK), mpuyem B Kitactepe TeHOB Aerpaaa-
uun 4-H® pdcABDEFG He 6bL10 OOHApYXEHO IreHa
creUIHON TByXKOMIIOHEHTHOM MOHOOKCUTEHA3HI,
Katanusupytoleii oopazopanue ' T'X. BeposTtHo, on-
HOKOMIIOHEHTHAas1 MOHOOKcureHa3a PdcA cnocoOHa
Katajm3upoBaTh TpaHchopmauuu 4-HD kak 1o
I1BbX, tak n no 4-HK [14]. Ilpu ucciemoBaHum apy-
roro mramma Pseudomonas sp. WBC-3 oO0Hapykuiu,
YTO OUMILEHHAs] OTHOKOMITIOHEHTHasi 4-HUTpode-
Hon-4-MoHOOKcureHasa (PnpA) TpancdopmupoBana
4-HK B I'TX, uTO IBIISIETCS TTIEPBBIM CIIydaeM TaKOTO
KaTajiu3a J1jisi OMTHOKOMITOHEHTHBIX MOHOOKCUTEHA3.
IHItamm WBC-3 paktuuecku He Mor pactu Ha 4-HK,
OIHaKO ObLI crocOoOEH MOJTHOCTHIO pasjlaraTh Kak
4-H®, tak u 4-HK, xorga 4-H® ucnonb3oBajcs B
KadecTBe MHAYKTOpa [15]. T'enbl gerpagauuu 4-HO
pnpABCDEFG mitamma WBC-3 mokazaji BhICOKOE
CXOICTBO C KiactepoM pdcABCDEFG mtamma 1-7,
YTO IpeAIIojaraeT OMMHAKOBBI MEXaHU3M IIPOSIBIIC-
HMSI aKTUBHOCTH OTHOKOMITOHEHTHBIX MOHOOKCHTE-
Ha3 3TUX ABYX KYJIbTYD.

I'eHeTHUYeckue feTepMUHAHTHI Aerpaganuu 4-HO
obpUM maeHTuunupoBaHsl 111 I'X- u I'TX-mmyreii B
HECKOJIbKUX reorpaduyecku OTAaJIeHHBIX U30JISITaX,
BKmouass R. opacus SAOI101 [18], Arthrobacter sp.
JS443 [12] u Pseudomonas sp. mrammer WBC-3, 1-7u
NyZ402 [13, 15, 28]. C ogHOiT CTOpOHEBI, TOCJIEA0BA -
TEJIbHOCTU T€HOB SIBJISIIOTCSI KOHCEPBATUBHBIMU JIJISI
KaXIIOTO IMyTU, MOCKOJIbKY ObLIU OOHAPYXKEeHbI BHICO-
KHe YPOBHM MX CXOJICTBA MEX]Y KacTepaMu Jierpa-
nauuu u3 mramMmmoB SAO101 u JS443, a Takke MexXITy
mrammamu WBC-3, 1-7 u NyZ402. C opyroii cTopo-
Hbl, KaK T0CJIeI0BaTeJIbHOCTU T€HOB, TaK U UX Opra-
HU3alMs 3HAaYUTeIbHO pasiuyanuch y I'TX- u I'X-
MyTei, 4To MoapazyMeBaJlo UX pa3jUuyHOEe IMPOKcC-
xoxnenue [15, 28].

4-X® 110 TIyTH TUAPOXUHOHA CITOCOOHBI MeTab0-
JIN3UPOBATh HECKOJBKO IITAMMOB-AECTPYKTOPOB,
MpUHAIJIEKAIINX K TPYIIe aKTHHOOAKTepHii, B TOM
yuciie: Arthrobacter sp. 1S443 [12], Arthrobacter ure-
afaciens CPR706 [29], Arthrobacter chlorophenolicus
A6 [8], Nocardioides sp. NSP41 [30]. Eiue onHa akTH-
HoOakTepust Arthrobacter sp. IF1 ocyiiecTBisieT KOH-
BEpCUIO Ipyroro heHosia, raJIoreHUPOBAHHOTO B ha-
pa-nonoxeHuu — 4-¢propdeHona (4-®D) (puc. 4)
[31].

YcTaHOBJIEHO, YTO KOHBEPCHUSI COOTBETCTBYIOIINX
n-rajoreH(MEeHOJIOB aKTUHOOaKTepussMu Nocardioi-
des sp. NSP41, A. ureafaciens CPR706, A. chlorophe-
nolicus A6 n Arthrobacter sp. 1IF1 nnet uepe3 I'X. Y
MEepBOTO ITaMMa JaJbHEHINHNI MeTadOIM3M He
onucan, a no Kyiaerype CPR706 nmerorcs naHHbIe,
OCHOBaHHBIE Ha aHaM3¢ (PepMEHTATUBHON aKTHUB-
HOCTU. DKCHEPMMEHTBI C HEOUYUILIEHHBIMU 4-XP-1H-
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IyLIAPOBAHHBIMU KJIETOYHBIMU SKCTPaKTaMM IT0Ka3a-
JI OTCYTCTBME 4-XJIOPKATEXOJI- WM KaTeXOJIMOKCHUTe-
Ha3HOM aKTUBHOCTeil. B TO ke Bpemsi, TMAPOXUHOH
TpaHC(HOPMHUPOBAJICA B IIPOMEKYTOYHOE COSTUHEHNE C
Y®-cnekTpoM, aHAJIOTUYHBIM 4-TUIPOKCUMYKOHO-
BoMy mnouyanbiaeruny [29]. B nanHoM ciydae, He-
CMOTPSI Ha TO, YTO JIJIsI TPaMIIOJIOKUTEIIbHBIX OaKTepHrii
TaKOW IIyThb HeXapakTepeH, nerpaganust 4-XO y
mramma CPR706 uget yepe3 rMapOXUHOH C MOCe-
IYIOIINM pacCIISIUICHUEM €TI0 apOMaTHIeCKOTO KOJIb-
a (puc. 4).

Y mrammoB A. chlorophenolicus A6 v Arthrobacter sp.
IF1 I'X rugpokcmaupyercsa go I'TX [31]. Xiopka-
TEXOJIbHBIN ITyTh OBLI MCKIIOYEH IJISI 3TUX KYJIBTYpP
9KCIIepUMEHTaMU C OECKJIETOYHBIMU DKCTpaKTaMHu,
BbIpalleHHbIX Ha 4-XD u 4-OD Gakrtepuii COOTBET-
CTBEHHO, KOTOPBIC HE BBISIBUIN aKTUBHOCTHU KaTEeXOJI-
1,2-nuokcurenasbl. IlpucyTcTBUst 4-XJ10pKaTeXOIIU-
OKCcUTeHa3bl (it mraMma A6), KaTexon-2,3-IUOKCH-
reHas3bl U 4-(TopKaTEXOIIMOKCUTEHA3bI (IS IIITaMMa
IF1) Takke He ObLUIO OOHapyxkeHO. ClenoBaTe/IbHO, Y
mramMmoB A6 u [F1 He peanu3syeTcs KiaacCUUeCKUit
MeTa00IM3M 3aMEIIeHHOTO KaTexoJjia IIyTeM ero op-
mo-paciierieHus. s mramma [F1 takoke Ob11a vc-
KJTIIOUeHa BO3MOXKHOCTb Mema-paciieiuieHus: 4-¢grop-
Karexona [8, 31].

ITpu cnekTpoOoTOMETPUYECKOM KOHTPOJIE peak-
LM U3 KJIETOYHBIX 3KCTPaKTOB KyiabTyp A6 u IF1,
WHIYLIUPOBAHHBIX COOTBETCTBYIOIIMMU H-TaJOTE€H-
deHonamu, TunmmuHbi L1t I'TX muk ipu 287 HM 3a-
Mellajics MMKOM TIpUu 245 HM, KOTOPBIN XapakKTepeH
it MA, 9To yka3beiBaeT Ha ygactue I'TX-mmokcure-
Ha3bl, KoTopast ipeBpamaet ['TX yepe3 MA B B-ke-
toagumar (puc. 4) [8, 31].

B skcmepumenrte ¢ 2,2'-IUIMPUANIIOM, MHIMOW-
TOPOM IMOKCUTeHAa3, paclICIUISIONINX apoMaTuye-
CKOe KobLo [32], moaTBepaAmiIoch, 4To uMeHHo ['TX
SIBJISIETCSI CyOCTpaTOM IJISI pacKpBITUSI KOJbLa IpU
pasnoxennu 4-X® y mramma A6. Pacryiasa Ha 4-XD
KyJIETypa 4epe3 HeCKOILKO MUHYT I10C]Ie JOOaBICHUS
2,2'-punupuania MeHsUla IBET 1, B KOHIIE KOHIIOB,
CTaHOBMJIACh TEMHO-KPAaCHOM, YTO yKa3bIBaJIO HA Ha-
koruieHue I'TX B yCloBUSIX XeIaTUPOBaHUS XeJje3a,
IIPpU KOTOPBIX MHTUOMpPYyeTCcs (hepMEHT, pacIIeILIsTIO-
muii apoMaTudeckoe KoJiblio [8]. B To ke Bpems
kireTku KyabTypsl IF1, Beipamennsie Ha I'TX, moka-
3aJIM IIOJIHYIO KOHBEPCHUIO 3TOTO COCOAUMHEHUS, KaK B
MPUCYTCTBUM, TaK U B OTCYTCTBUE 2,2'-TUNUPUIIIIA,
clienoBaTelbHO, mpennojiaracMmas I'TX-okcureHasza
He HyXIaJach B aKTUBHBIX MOHAX 3KeJjie3a, O3TOMY
naJibHelIee OKUCIeHUEe BTOTO COeIMHEHUST HE UH-
rubupoBajoch xejsaTooopasonareiiem [31].

[Mo-BunuMoMy, KOHBEpCHUS n-TaJOreH(pEHOIOB Y
mwtamMmMmoB A6 u IF1 uger o nmytu I'T'X, mockojbKy
MMEHHO ITOCJISAHUIA SIBISIETCS CyOCTPaTOM JIJISI TMOK-
CUTeHAa3, PaCHICIUISIONINX apoOMaTUYECKOE KOJIbIIO
(puc. 4) [8, 31].
Ne 6

TOM 58 2022



556

Nocardioides sp. NSP41  A. ureafaciens CPR706

(0] OH/

X \\\
A. chlorophenolicus A6

Arthrobacter sp. IFl

OH
I1 11

Arthrobacter sp. ] S443
Arthrobacter sp. NyZ415

R
\\\ o1 on 7

—_—

R
IV\\ OHi;j

A. chlorophenolicus A6
Arthrobacter sp. 1S443

HO
R
\%

KAPUKOBA u np.

COOH
CHO

l

=

OH

COOH COOH
[::T/ [;/TOOH [;/EOOH
 —
vn vu1 1x

Puc. 4. [yt koHBepcuu DEeHOJIOB, TAJIOTEHUPOBAHHBIX B #1apa-TIOJIOKeHUU y 6bakrepuii [8, 13, 27, 29, 31]: I — napa-3ametieH-
HbIl ranoreHdenon, 11 — napa-6en3oxuHoH, 111 — runpoxuHoH, IV — napa-3amenieHHBI KaTexol, V —3aMeIlleHHBIN B 5-M

MOJIOXEHUU TUAPOKCUTUAPOXUHOH, VI —

2-tuapokcu-1,4-6eH3oxuHoH; VII — runpokcuruapoxunoH, VIII — manewnnanerar,

IX — B-keroanumar, X — rTMIPOKCUMYKOHOBBII TIONYaTbACTH. R — 3/IeKTpOHOAKIIENITOPHBI 3aMeCTUTEN.

HeobGxonnmMo OTMETUTH, 4YTO M3 OECKIETOUHBIX
SKCTPAKTOB IITaMMa A6, BeIpallleHHBIX Ha CYKIMHATE,
yoaneHne I'TX He mpoucxoauno. Toroma Kak B 6ec-
KJIETOUYHBIX dKcTpakTax mramMma IF1, BeIparieHHOro
Ha IJII0KO3€, HAaOJII0JaJIOCh JIMIID NMageHUe aKTUBHO-
ctu I'TX-mmokcurenassr (0.156 ex./mr) 1o cpaBHe-
HUIO ¢ 4-OD-UHIYIUPOBAHHBIMHA OECKIETOUHBIMU
skcrpakTamu (0.195 en./mr). Takum 06pa3oM, TOJIBKO Y
mTaMma A6 HaGII0ga1ach SIBHAS MHAYKIUSI KOHBEP-
cun I'TX, korna 4-X® gBisicd cyocTpaTtoM IIsl po-
CcTa BMECTO aJIbTepHAaTUBHOTIO cyocTpara [8, 31].

st KynbTypbl A6 OBUTH MACHTU(UIIMPOBAHBI SIle
JIBa TIOTEHIIMAIbHbIX MeTabouTa KoHBepcuu 4-XMD, a
uMeHHO: 4-xnopkarexo (4-XK) u 5-xsopruapoxcu-
ruapoxuHoH (5-XI'TX). BeposiTHO, Mo aHaJIOTUU C
4-HK, oHM SIBJISIOTCS METaOOJIMTaMU aJlbTEPHATUB-
Hoit BeTBU 11yt (puc. 3, 4). Xots A. chlorophenolicus
A6 pasnaraet 4-XK npu6imn3nuTeIbHO B ABA pa3a Me/-
JIeHHee, YeM TUIPOXUHOH, BCe Xe aJlbTepHaTUBHBIN
NyTh 3HAYUTEIBHO CIIOCOOCTBYET Aerpaganuu 4-XdD
[8]. UHTEpecHO, 4YTO MPOAYKTaAaMU NEHCTBUSI MOHO-
okcureHassl NpdA2 mramma JS443 Ha 4-xy0pKa-
TEXOJ1, KOTJa OH MCIIOJIb30BaJICI B KAYeCTBE cyOcTpara,
takke okazanuch ' TX u 5-XT'TX. ITockonbKo mram-
MBI A. chlorophenolicus A6 n Arthrobacter sp. 1S443
CIIoCOOHBI KOHBepTUpOBaTh Kak 4-H®, Tak 1 4-XD,

MMPUKIIAAHAA BUOXUMHUA U MUKPOBUOJIOTUA

BEPOSITHO y 0O0OUX IITaMMOB ISl JECTPYKIIUU DTUX
COCIMHEHUI MCTIOJIB3YETCSl OHA U Ta XK€ (hepMEHT-
Hasl CUCTeMa, YTO ObLIO TIOATBEPKACHO CPAaBHEHUEM
T€HOB KOHBEPCUU napa-3aMellieHHbIX (DEHOJIOB DTUX
JIBYX KYJIbTYD.

I'ennl gerpapanumn 4-Xd (cph-reHbl) y LITaMma
A. chlorophenolicus A6 pacnipeneieHbl IO ABYM Kila-
crepam — cph Iv cph 11, KoTOpbIE pa3neeHbI IICeBIOTre-
HOM pe30JIbBa3bl. OKa3ajIoch, 4To Kitactep | oTBeTcTBe-
HeH 3a Karabomm3M 4-X®, Tak Kak MHCEPIVOHHBIIA
MYTaHT 110 TeHy cphA-1 HakannuBaeT I'TX u He cno-
cobeH pactu Ha 4-X®D [8]. JaHHBIIA KIacTep UMEET
MOYTU OMUHAKOBYIO opraHu3anuio 1 Ha 80.5% uneH-
THYEH KJIaCTepy IeHOB #pd, KOAUPYIOLIeTo (hepMeHThI
kaTabomyeckoro mytu 4-H® mramma Arthrobacter sp.
JS443 [12].

B xnactepsl cph I 1 npd BXoasT reHbl MOHOOKCH -
reHas (cphC-1u npdA2), aMIHOKUCOTHBIE MTOCEN0-
BaTEILHOCTH KOTOPBIX WIOSHTUYHBI Ha 96%, drO
MPENNOIaracT ONMHAKOBBIA MEXaHU3M UX ICHCTBUSI.
MonookcureHasbl CphC-I u NpdA2 aBiastoTcst KoM~
nmoHeHTaMu TC-FDM-cemeiicTBa, OTBEUAIOIIMH 3a
okucieHune cyocrpara. Ckopee Bcero, 3t pepMeHTHI
o0JianaroT c1adboi MO3UIIMOHHOU celUPUIHOCTHIO
B OTHOIIIEHUM 4-xJIoOpKaTexoja, U TUAPOKCUINPYIOT
€ro B napa-1mo3uliMyi Mo OTHOUIEHUIO K JItoOOH u3
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IIBYX €r0 TUAPOKCIIIBHBIX TPYIII, BCIENCTBHE YE€TO U
obpazyrorcsa I'TX u 5-XI'TX [12].

I'enbl BTOpOro komrmoHeHTa ¢epmeHTOoB TC-
FDM-cemeiictBa — HAJIH-3aBucuMBIX iraBuHpe-
nykrtas (cphB v npdAl), a Takke I'TX 1,2-nuoxkcureHas
(cphA-I v npdB) (KD 1.13.11.37) u MA-penykras
(KD 1.3.1.32) (npdC n cphF-1) TakKe ObUIN JIOKAIH-
30BaHbl B Kiactepax cph I, u npd [8, 12]. UneHTuu-
HOCTb ITPOJIYKTOB TPeX KIIOUeBbIX TeHOB npd B, npdA 1
u npdA2 mramma A6 GbUIa TOATBEPXKIEHA IyTEM UX
HEe3aBUCHUMOM 9KCIIpecCcuM B KiieTkax Escherichia coli.

Takum obpazom, aspobHass KOHBEPCUS n-XJIOP-
¢eHona mIsT pacCMOTPEHHBIX BBIIIE aKTHHOOAKTE-
puit uget o I'TX-mmyTn 1 MTHULIUUPYETCS IBYXKOM-
MMOHECHTHBIMHU (hJTaBUH3aBUCUMBIMIA MOHOOKCUTEHA-
3aMU C IIMPOKOM CyOCTpaTHOI CIIeTU(PUIHOCTHIO.

BAPUAHTbBI MOHOOKCHUTEHA3HOWM
TPAHCO®OPMALIMU TPUXITOPO®EHOJOB

2,4,5- u 2,4,6-tpuxnopdenonsr (2,4,5-TXD u
2,4,6-TX®) oTHOCATCA K DKOJOTUYECKU CTOMKOMY
KJIACCY 3arpsi3HUTENIEN, U3BECTHBIX KaK MOJIUXJIOPH-
poBaHHbIe peHOoIHI [1]. B To BpeMs kKak MOHOXJIOp-
deHOoJIBI U TUXJIOPGEHOJIBI €CTEeCTBEHHBIM 00pa3oM
MOTYT ITPOU3BOJUTHECSI HEKOTOPBIMU OaKTEPUSIMU,
rpubaMy U HAaCEKOMBIMHU, IIPUPOMHbIE MCTOYHUKU
HOJUXJI0p(HEHOIOB HE U3BECTHHI [2].

2,4,5-TXD u 2,4,6-TXD mMpoKo UCIOIb3YIOTCS
B Ka4eCTBe KJIesI 1 KOHCEPBAHTOB, OCOOCHHO IUTS TN~
JIoMaTepuaaoB ¥ KOXU, a UX TPOM3BOIHbBIC — B Kade-
crBe repouumaoB u GyHrununoB [33]. CooTBeT-
CTBEHHO, TIpM OWOAETpamallii TaKUX COCTWHEHWM
OaKTepUSIMU TPUXJIIOPGPEHOJIBI YaCcTO SIBIISTIOTCS Me-
TabOIMYeCKMMI UHTepMeauaTtamu. Tak, 2,4,5-TX®D —
5TO TIEPBBIIT TPOMEXKYTOUHBIN TTPOAYKT AeTpamariim
2,4, 5-TpuxiioppeHOKCUMYKCYCHOM K1cIoThI (2,4,5-T) B
pesyJibTaTe TposIBJIeHUsST aKTUBHOCTU 2,4,5-T-oKcu-
reHa3sl (TftAB) (puc. 5a) y mramma Burkholderia
phenoliruptrix (panee Pseudomonas cepacia, Burk-
holderia cepacia) AC1100. Ha rmociaeayiomnmx cTaausx
2,4,5-TX®D-4-moHoO0KcHreHa3a (TftD) (K® 1.14.13.-)
KaTaJu3upyeT IBe peaKIIui OKMUCIUTEIbHOTO IeXJI0-
pupoBaHus, rae 2,4,5-TXP cHavana TpaHchOpMU-
pyetcs B 2,5-guxinopoen3zoxuHoH (2,5-AXbX), koto-
PBIit XUMUUYECKU BOCCTAHABIMBAICS C TIOMOIIBIO JTMOO
HAIH nmu6o PAIH, B 2,5-mUX10prugpoOXvuHOH
(2,5-IXT'X), a 3aTeM TOCJEIHUI NpeBpalllaeTcsl B
2-TUAPOKCH-5-XT10p-1-OSH30XMHOH, KOTOPBI aHaJlo-
TMYHBIM 00pa3oM BoccTaHaBwmBaicsa no0 S5-XITX
(puc. 3a) [34, 35].

Kak BmgHOo m3 puc. 5a, MmoHookcureHasa TftD
OCYIIECTBIISIET JBE TOC/iefoBaTe/IbHbIC CTaAUU TH/I-
POKCUJIMPOBAHMS, KaK I OICAHHAs BBIIIIE MOHOOK-
cureHasza NpdA2 mrramma Arthrobacter sp. JS443, n
npuHamIeXuT K Tomy xe TC-FDM-cemelicTy. Te-
HepupyeMblii BTOpbIM KoMmItoHeHTOM HAJIH, a
nMeHHO: DAJl-okcunopenykrazoii (TftC), daaBun
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(®PAIH,) cBobomHo muddyramrpyeT K TtD 1 mcrons-
3yeTcsl MOCJIeNHEl CKopee B KauecTBe cyocTpaTa, a He
Ko(aKTopa, YTO XapaKTEPHO IS BCEX IBYXKOMIIO-
HEHTHBIX (h1aBUHMOHOOKcUTeHas3. TfitD Takke MoxeT
oKUCIATE 2,4,6-TXP no 2,6-muxiiopObeH30XMHOHA
(2,6-I1XBX), HO HEe MOXKET jajiee IpeoOpa3oBbIBAThH
HU €T0, HU €70 BOCCTAaHOBJIEHHYIO (hopMy — 2,6-11-
XJIOPTUAPOXUHOH (2,6-JIXI'X) (puc. 56) [33].

TftD u T{tC moka3bpIBalOT CXOACTBO IOCJIENOBA-
TellbHOCTe! (MaeHTUYHOCTh 28 u 40% cooTBeT-
CTBEHHO) C 4-ruapokcudeHunaaneTar-3-MOHOOK-
cureHasoit (HpaB) wramma Thermus thermophilus
HBS8 (2YYL) u xoppunpenykra3oii (CobR) mramma
Brucella melitensis (3CB0), npyrumu ¢1aBUH3aBUCU-
MBIMA MOHOOKCHUTE€Ha3aMM M (pIaBHHpEIyKTa3aMu
TC-FDM-cemeiicTBa, y9acTBYIOIIIMMU B KOHBEPCUU
¢ eHOIBHBIX coequHeHui [33, 36].

JanpHeimmii MeTadboIM3M IPOMEXYTOUHOTO CO-
ennmaeHMS 5-XI'TX y mrramma AC1100 KoHTpOoMpyeT
knacrep reHoB #ftEFGH. TftG (KD 4.5.1.-) nexnopu-
pyeT 5-XI'TX c o6pazoBaHueEM 2-TUAPOKCU-1-OEH30-
XMHOHA, KOTOPBI 3aTeM BOCCTAaHABIMBAETCS PEOyK-
tazoit (KD 1.6.5.7) no I'TX. TftH paciieruisier apoma-
TUYECKOE KOJIBLIO TIOC/IeTHEro ¢ odpazoBaHueM MA, a
TftE BoccranapiuBaer MA 1o B-keroanunara [4].

2,4,5-T-unnyuunoenbHast 2-TUIPOKCU-1-OCH30XU-
HOHpEIyKTa3a, II0-BUANMOMY, OTIMYACTCS CITeII(PII-
HOCTBIO CyOCTpara OT OPYrMX XWHOHOBBIX PEHyKTas.
IMponykT reHa #tG, Takke NpeAaCTaBIsieT OO0l HOBBIA
¢depMEHT OErMOpOXJIOPUHA3Y W IMPUHAIICKUT K
YCII-cymepceMeiicTBy, Tpymre MaJio MCCIIeTOBaH-
HbIX 0esikoB. ITouck mo 6a3aM JaHHBIX BBISIBUJI He-
CKOJIBKO OEJIKOB C HEU3BECTHOM (DYHKIIMEH CO CXOMHOM
CTPYKTYpOIi, HO ¢ OTHOCUTEIHHO HU3KOIl MIECHTHY-
HOCTBIO nocJienoBateibHocTeit ¢ TftG [37].

KonBepcust Broporo xiaopdenona — 2,4,6-TXD —
MoIpoOHO M3ydeHa I OBYX IITaMMoB: Ralstonia
pickettii DTP0602 [7, 38] u Cupriavidus necator IMP134
(panee Alcaligenes eutrophus, Ralstonia eutropha n
Wauteria eutropha) |5, 6].

3a ucnosnb3oBanue 2,4,6-TXD B kauecTBe eqH-
CTBEHHOTI'O UCTOYHUKA YIJIepoaa v SHeprun'y R. pick-
ettii DTP0602 oTBeTCTBEHHBI 1BA TEHETUYECKUX KJIa-
crepa had RXABC wn hadSYD, pa3nenéHHbIC y4aCTKOM
pasMepoM 146 T.M.H. U pa3OeiabHO peryaupyeMble
oenkamu HadR m HadS, coorBeTrcTtBeHHO. CHavama
2,4,6-TX®D mnpeobpasyercs B 2-xJIOpMajewialeraTr
(2-XMA) nion neiictBueM reHoB hadRXABC, a 3aTtem
B -keToaaunar ¢ nomolibio £adSYD (puc. 6).

2,6-JIXBX 6L onpeieieH B Ka4eCTBE IIEPBOro MeTa-
GOIMYECKOT0 MHTepMenuara KoHBepcun 2,4,6-TXD.
DTa peakusl KaTaau3mupyercs QIaBUHMOHOOKCUTE-
Hazoil TC-FDM-cemeiictBa HadA — ¢pepMeHT, KOTO-
phlii 00JIamaeT NBOMHO aKTUBHOCTBIO, B KATAIM3€ TUI-
POKCWIMPOBAHUS U TPYIIIOBOM SIMMMHALIMM, KaK
XJop3aMecTUTeseif, TaK U HUTPOTPYIII ¢ obpa3oBa-
HUEM XHWHOHOBoro Ipoxaykra. HadX mpencrasiser
co6oit Bropoit komnoHeHT TC-FDM-cemeiictBa —
Ne 6
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Puc. 5. ITytu aspo6GHoii aerpagaimu 2,4,5-TX®D (a) u 2,4,6-TXD (6) mramma B. phenoliruptrix AC1100 [4, 34, 35]. 1 — 2,4,5-
TpuxsiopdeHoKcuyKcycHast kuciota; 11 — 2,4, 5-tpuxnopdenodn; 111 — 2,5-nuxnop-n-6eH30XuHOH, IV — 2,5-1UXI10pruapoxm-
HOH; V — 2-TUIpOKCH-5-X10p-n-6eH30xHOH; VI — 5-xyopruapokcuruapoxuHoH, VII — 2-runpokcu-n-6eH3oxuHoH; VIII —
TUAPOKCUTUAPOXUHOH, IX — Manewnauerar; X — B-keroamunar; XI — 2,4,6-tpuxiopdenon, XII — 2,5-1uxiop-#-6eH30X1-
HoH, XIII — 2,5-muxnoprunpoxutoH, TCA — MK TpUKapOOHOBBIX KHCJIOT.

dmaBuHpemykTasy, reHepupytonryio ®AIH,, KoTopsbrit
nepenaercd K HadA mocpencTtBoMm cBoOOgHOM mud-
¢y3un. @MH-3aBucumas xuHoHpeaykTaza HadB
BoccraHaBiuBaeT 2,6-AXBbX B 2,6-IXI'X. 3atreM MoO-
HookcureHasza HadA karammsupyeTr BTOpoe mocie-
JoBaTrejibHOE TuapokcrarupoBanue 2,6-AXIX ¢ 06-
pazoBanueM 6-XI'TX, apoMaTuueckoe KOJIbIO KOTO-
poro pacueruigerca 6-XI'TX-1,2-auokcureHasoit
HadC. B pesynbraTe elie AByX peakluii hepMeHT
MA-penyKkrasa renepupyeT 3-ketoagunar [7, 38].

bakrepunanbhubiii ramm C. necator JIMP134 MoxeT
pacTu Ha HECKOJIbKMX XJIOPMPOBAHHBIX apoOMaTuye-
CKMX 3arpsizHutensx, Bkaodasa 2,4-J1 v 2,4,6-TXD.
B To Bpems kak KaTaboau3m 2,4-1 SIBJIsIeTCSI KJlacCu-
YeCKMM XJIOPKATEXOJbHBIM MyTeM Aerpagauud 2,4,6-
TX® u ocyiiecTBasIETCSA Yepe3 MPOU3BOIHBIE THAPO-
XUHOHa (puc. 6 6), KOOUpPYeTCs KIIACTEPOM TIESHOB
tcpRXABCYD |5, 39].

B navane nymm 2,4,6-TX®-moHOOKCHUIE€Ha3a
(TcpA) (K® 1.14.14.173) 3aMeHsieT ABa XJIOp 3aMe-
CTUTEJISI Ha ABE TMAPOKCUIIbHBIE TPYMIILI ¢ 06pa3o-
BaHueM 6-XI'T'X u ¢ He3HAYUTEILHBIM 00pa30BaHUEM

MMPUKIIAAHAA BUOXUMHUA U MUKPOBUOJIOTUA

2,6-IXTX. Jiusg 3TUX peakuuii BTOPOil KOMITOHEHT
dnaBuHpenykTasa TcpX, yeit TeH pacnoJjiaraeTcsl psi-
nom ¢ tcpA, ncnonb3ysa HAJIH B kauecTBe BoccTaHO-
BUTEs, ITocTaBiisieT TcpA BOCCTaHOBJICHHBIN (ia-
BuH (PAH,) [6].

2,6-AnxIopruapoKCUruapoxuHoH (2,6-AXTTX)
mrsg TepA, Takke Kak u st HadA, seigercs ormde-
CKMM IIPOMEKYTOUYHBIM METa00IUUCCKUM IIPOIYKTOM,
OIHAKO HEKOTOpbIE (PaKThl CBUAETEIbCTBYIOT IIPOTHUB
JaHHOTO MPEAITOIOKEHUSI.

Tak, TcpA oxucinser 2,6-AX® go 2,6-AXI'X, HO
He gajee mo 6-XI'TX. PasHuiia Mexxay OKUCIIeHUSIMU
TcpA 2,6-IXD u 2,4,6-TXD cocToUT B HENOCPE-
cTBeHHOM ITponyKTe. [T0CKOIbKY MOHOOKCUTEHA3bI
rocJjie yaaJleHUs1 2JIEKTPOHOAKIEIITOPHON TPYIIIbI
(Takoii KaK xJ10p) 13 (peHOJBHBIX COSINMHEHWIT 00pa3y-
IOT GEH30XUHOHBI [6], TO IPSIMBIM MPOAYKTOM OKHC-
nenus 2,4,6-TX®D TcpA nomkeH 6wt 2,6-JIXBX. B
TO BpeMsI KaK T'MIPOKCUJINPOBAaHNE YETBEPTOrO I10-
JIOKeHUs 2,6-IuxjIopdeHoIa TPOUCXOIUT ITOCPE-
CTBOM NPOCTOM MOHOOKCUT€HA3HOM peaKlu C Mpo-
Ne 6
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Puc. 6. ITytu aspo6Hoii nerpagaunu 2,4,6-TXD mrammoB R. pickettii DTP0602 (a) [7, 38] u Cupriavidus necator IMP134 (6)
[5, 6]: 1—2,4,6-tpuxnopdenon; IT — 2,6-nuxnop-n-6enzoxuHon; 111 — 2,6-1uxopruapoxuHoH; IV — 6-X10pruipoKCUruapo-
XUHOH; V — 2-xsopmanewnarerar; VI — manennarerar, VII — 2-runpokcu-6-xiuop-n-6ensoxuton; VIII — B-keroaumar;

TCA — uMKI TpUKapOOHOBBIX KMCJIOT.

oykuueit cpasy 2,6-AXI'X 6e3 ob6pa3zoBaHus GEH30-
XWHOHA B KaueCcTBe MPOMEXYTOUHOTO COENUHEHMS.

Kpowme Toro, ctexuoMeTpuyecKuii aHaIn3 U dKC-
nepuMeHThl ¢ '8O-MeTKoi Mokaszanu norpebieHue
TOJILKO OTHOM MOJIeKyJBl O, Ha 2,4,6-TX®D, npeBpa-
mieHHoro B 6-XI'TX, cBUIETENbCTBYS B I10JIb3Y TOIO,
YTO IJIs1 OOIleii KOHBEPCUM HCIIOJb3YeTCS TOJIBKO
OofHa OKUCIUTEIbHAs peaKlusi, a yIajlecHUEe BTOPOTO
XJI0pa MPOUCXOIUT C MOMOIIBIO HEOKMCIUTEILHOTO
npouecca. CiaenoBaTenbHO, ITepBasi peakiivs SIBIsSIeT-
cs OKUCITUTENBHO ¢ oOpa3zoBanueM 2,6-XbX. 3a-
TeM (bepMEHT UCIIONb3yeT MEePBbIil IIPOAYKT B Kade-
CTBE CBOEro BTOPOTIO CcyOcCTpaTa M yaajseT BTOpOI
XJIOp IIyTeM THUIpOoIn3a ¢ oO0paszoBaHUEM 2-TUIPOK-
cu-6-xJyiop-n-6eH3zoxuHoHa. [TocaenHuii BoccTaHaB-
muBaeTcss ackopbatomMm m HAJIH B peakiimoHHOI
cMecu 1o 6-XI'TX. O6pazoBaHe HEOOIBIIOIO KOJIH-
yectBa 2,6-JAXI'X B pesynbrare aKTUBHOCTH TCpA
TaKXXe MOXKXHO OOBIACHUTH neiictBueM Ha 2,6-IXBX
3THUX BOCCTAHOBUTEJICHA.

Kak 1 TcpA, paccMOTpeHHEBIE BBIIIIE MOHOOKCH-
reHa3bsl HadA u TftD katanu3upyloT aBe ITociaeaoBa-
TeJIbHBIE CTaIUU TUApOKcunpoBaHus 2,4,6-TXD u
2,4,5-TX®D, coorBeTcTBeHHO. Ilompa3symeBaeTcsi, 4ToO
BCe IMOCJIeIoBaTeAbHbIE THIPOKCUJIMPOBAHMSI, O KO-
TOPBIX ObLUIO M3BECTHO, OCYIISCTBIISIIOTCS IOCpPE-
CTBOM JIBYX aHAJIOTUYHBIX OKUCIUTEIbHBIX PEAKIIUIA.

ITPUKIIAAHAA BUOXUMUA U MUKPOBHUOJIOT'UA

OnHako, 2,4,6-TX®d-monookcureHasa (TcpA) mram-
ma JMP134 katanu3upyeT TUIPOKCIINPOBaHNE KaK
OKUCJIUTEIBHBIM, TaK U TUAPOJIUTUIECKUM CITOCOOAMU
[6]. PaHee Takolf KaTaTUTHIECKUI MEXaHU3M TP~
MOJIOXWJIM Yy JPYroid TBYXKOMITOHEHTHOI (iaBUH-
MoHookcureHassl NpdA2 mmtamma Arthrobacter sp.
JS443, dhbepMeHT Takke He MOT UCTTIOJIb30BaTh B Kaue-
CTBe cyOCcTpaTa BOCCTaHOBJICHHBIN OeH30XMHOH [12].

CnocoOHOCTh MOHOOKCHUTEHA3bI TCpA ocyiecTB-
JISITh peaklMM IBYX TUIIOB, CKOpee BCEro, He CBsI3aHa
C HaJlu4meMm BTOPOro (hyHKIIMOHAILHOTO AOMEHa, a
0o0OyCJIOBI€HA KaTJIMTUYECKOM Pa3HOPOMTHOCTHIO
depmenTa [6]. [TonTBepKIeHUEM TaHHON TMITOTE3bI
SIBJISIFOTCSI KCTIEPUMEHThI MOJIEKYJISIPHOTO JOKUHTa
¢ ®AH, u cybecrparamu (2,4,5-TXD, 2,4,6-TXD,
2,5-AXTX u 2,6-AXIT'X) 1ByX rOMOJIOTUYHBIX MOHO-
okcureHas TftD u TcpA. MoHoOOKcUTeHa3bl MOKa3aau
65% VOEHTUYHOCTh UX aMUHOKUCIIOTHBIX MOCIEN0-
BaTEeIbHOCTEM 1 BBICOKOE CXOACTBO BO BTOPUYHBIX
CTPYKTYPHBIX 3JIEMEHTaX, a BCEro OT HECKOJbKUX
KJTIOUYE€BBbIX aMMHOKMCIOTHEIX OCTAaTKOB 3aBUCST O4e-
BUIHbBIC PA3INUMS B UX KAaTaTUTUIECKO aKTUBHOCTU
U cyocTpaTHoit crienuduuHocTu. M3-3a Goiee rum-
podoOHOI TPpUPOIBI CBSI3bIBAOIIETO KapMaHa TCpA,
OPOOYKT IIEPBOM peakliMyi B BHAE XMHOHA MOXKET
JOJIbIIIE OCTaBaThCSl B €r0 aKTUBHOM caiiTe, 4eM y
TftD, 4To maeT HOCTaTOYHO BpeMEHMU, IT03BOJIsIsI aTa-
KoBaTh MoOJieKyje Boabl. KpoMe Toro, BomopomHas
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CBSI3b MEXIYy OCTaTKOM Arg,,, W napa-ruapoKCUIb-
HOI Tpynnoi IMpUBOAUT K CTAOMIN3AlIMKU 3apsiaa BO
BpeMsl aTaKyd MOJIEKYJIbI BOJbI Ha XJIOp BO 2 MOJIOXKE-
HUM. B KOHEYHOM UTOre 3TO MPUBOOUT K TUIPOIATH-
YEeCKOMY AeXJI0OPMPOBAHMIO Cpa3y I10C/Ie OKCUTEHA3HO-
ro IexJopupoBaHUs Oe3 MepeoprueHTalUuu cydcTpara
I HeOOXOAUMOCTH IJIsl HETO MOKMAATh aKTUBHBIA
caiit. ITonoxenue 2,4,6-TX®P B aKTUBHOM ILIEHTpPE
TftD TakKe MO3BOJISLIO XJIOP 3aMECTUTENIO B napa-
MMOJI0KEHNY HAaXOIUThCS B IIpeieiaX PACCTOSTHUS BO-
noponHoi cBsi3u oT Hisygg, UTO n€J1a710 BO3MOXHBIM
MIPOAYKTHUBHOE AEeXJIOpPUPOBaHUE B 4 MOJIOXKECHUU, B
TO BpeMsI KaK JIiJisl BTOPOTO AeXJIOpupoBaHus 2,6-J1X-
I'X 6B1710 HEOOXOTUMO M3MEHEHNE OPUEHTAIINHN CyO-
ctpara [40].

B mporiecce panapHeiiero meradonmusma 2,4,6-
TXD-xuHonpenykraza TcpB (KD 1.14.14.172) mramma
JMP134 BoccTaHaBiauBajia 6-XJIOPTUIPOKCUOEH30-
XUHOHXUHOH 10 6-XI'TX, a apoMaThdecKoe KOJIBIIO
MTOCJICHETO PaCIICIUISIIOCh mon mecTtBreM 6-XI'-
I'X-1,2-guokcurenassr TcpC (KD 1.13.11.-). [IBa
Ipyrux rexHa tcpD u fcpR KataboJM4ecKoro Kjiactepa
tcpRXABCYD xoaupoBaniu MA-peaykrasy U TpaH-
CKPUITUIMOHHBIN peryasTop LysR-tumna, Kotopsblit
KOHTPOJIMPOBAJI IKCIPECCHUIO fcp-TEHOB, WCIIOJb3YS
2,4,6-TX® B kauecTBe MHAYKTOpPA [39].

Taxkum o6pa3zoM, cTaauu pacileryIeHUsI apoMaTh-
YecKOTo KOJiblla B MyTsx nerpamauvu 2,4,6-T y
mraMMmoB R. pickettii DTP0602 [7] u C. necator
JMP134 npoucxomsat omuHakoBo: 6-XI'TX TpaHc-
dopMupyeTcs B 2-xjiopManemianerar. B To BpeMst
Kak y mramma B. phenoliruptrix AC1100 5-XI'TX nHe
MOJABEPracTcsl pacllerUICHWIO KOoJblia HaIpsSIMYIO.
JBa mOMONMHUTENLHEIX (pepMeHTa — JIeXJIOpruHa3a U
I'TX-penykraza, cHavana rpaHchopmupoBaim 5-XI -
I'X B I'TX. I1pu atom TftH — nuokcureHasa mramma
B. phenoliruptrix AC1100, MOXeT CITOJIb30BaTh TOJIb-
ko I'TX, a He 5-XI'TX unu 6-XI'TX, B KauecTBe cy0-
cTpata 151 opmo-pacilierIeHUsI er0 apoMaTUUeCKOTO
koJbla [35]. Hekoropast «M30bLITOYHOCTL» MYTHU Je-
rpamauun 2,4,5-T yv B. phenoliruptrix AC1100 moxxet
OBITH CBsI3aHa C T€M, YTO IITaMM OBLI MOJIy4yeH HC-
KYCCTBEHHO, METOAOM TaK Ha3bIBAEMOTIO IIa3MUJI-
aCCOIIMMPOBAHHOTO MOJIEKYJISIpHOTO OpuanHTa [41].

CpaBHeHUe BbIBEIEHHbIX aMUHOKUCIOTHBIX MO-
cJienoBaTeIbHOCTEN KaTaboIn4eCcKX reHoB had, tcp
U fft Tpex JeCTPYKTOPOB TpuxiaopdeHonoB R. pickettii
DTP0602, C. necator IMP134 u B. phenoliruptrix
ACI1100 mokazajio WX 3HAYMTEIBHYIO TOMOJIOTHIO.
ITpuuem OGojee BbICOKasi TOMOJIOTUSI HaOI0mazach
IIJIsST MOHOOKCUTE€HA3 W TUIPOKCUTUAPOXUHOH-1,2-
IuokcureHas. Tak, MAEHTUYHOCTb aMMUHOKWCIOT-
HBIX TTOoceaoBaTeIbHOCTEN MOHOOKcureHa3 HadA ¢
TcpA u TftD cocraBuna 87 u 64%, a I'TX-1,2-11ok-
curenas HadC ¢ TepC u TftH — 73 u 57% cootBeT-
ctBeHHO. 6-XI'TX-penykraser HadB u TcpB Takke
ITOKa3aJIi BBICOKYIO TOMOJIOTHIO (MOCHTUIHOCTE 75%)
aMMHOKMCJIOTHBIX IToceaoBaTeabHocTei. M1 Ha060-

MMPUKIIAAHAA BUOXUMHUA U MUKPOBUOJIOTUA

KAPUKOBA u np.

pOT, MeHBbIIIee CXOACTBO MPOAEMOHCTPUPOBAJIH TI0-
BCEMECTHO pAaCIIpOCTpaHEHHbIe OaKTepUalbHbIC
depMmenTsI: haaBuHpenykTasbl HadX ¢ TepX u TfdC —
60 u 55% nneHTnuHocT U MA penykrazel HadD ¢
TepD u TftE — 66 u 58% coorBeTcTBeHHO [7].

Takum o6pa3oM, HECMOTPSI HA HEKOTOPHIE OTJIN-
YUl B ITyTSIX JeTpagalii TPUXJI0p(dEHOI0B IITaAMMOB
R. pickertii DTP0602, C. necator IMP134 u B. pheno-
liruptrix AC1100 HaGaromaeTcss oOmmias TeHOCHIIMS,
3aKJII0YAIOIIasiCs B TOM, YTO HAa HAaYaJIbHBIX CTaIUsIX
JBYXKOMITOHEHTHBIE MOHOOKCUTEHA3hl KaTaau3Upy-
IOT JIBe TOC/IeNoBaTelIbHbIe peaKIUU 3aMEeHbI XJI0pa
Ha TMAPOKCUJIbHYIO TPYMITy CHavala B napa-, a 3aTeM
B 0pmo- TIOJIOXKEHUSIX IO OTHOIIEHUIO K (DeHOJIbHOM
OH -rpynmie. BnocnencrBum cyocTpaTaMy IJIST INOK-
CUTeHa3, pacILIEIUISIONINX apOMaTU4eCKoe KOJIbLIO,
CITy>KaT VI TUAPOKCUTHUAPOXMHOH WX €ro XJIOPUPO-
BaHHBIE B 5 WIN 6 TIOJIOXKEHUU IPOU3BOAHBIE, TO €CTh
MeTaboan3M TpuxjiopdeHosio uaet mo I'TX-mmyTu.

BAKTEPUAJIbBHAA JETPAIALIA
INEHTAXJIOP®EHOJIA KAK MOJIEJIb
BHOBb BOSHUKIHEI'O U ELIE HE
OIITUMHNU3NPOBAHHOTIO IIYTHU
KOHBEPCHMHN KCEHOBMOTHUKOB

INenTaxnopdenon (IIXP) — 310 cMHTETUUECKOE
coequHEeHMue, KoTopoe ¢ 20-X IT. IPOIJIOrO CTOJIETUS
IIUPOKO MCIIONb3yeTCsl B KayecTBe JEeHCTBYIOIIETO
areHTa NeCTULIMAOB U aHTUCENTUKOB-KOHCEPBAHTOB
JIpeBECUHBI OT ee¢ TopaxkeHus IpuOokom. Tak Kak
MPUPOIHBIX UCTOUYHUKOB [TX®D He cyiiecTByeT, clie-
JIOBaTeJIbHO, MYTU, UCIIOJb3yeMble OaKTEPUSIMU 151
€ro pasjioKeHUsI, BOZHUKJIU MpUMepHO 3a 60 jeT ¢
MOMEHTa Hayaja ero MpUMEeHEeHMs YeJoBeKoM. 3a
3TO BpeMmsl, BCIEACTBUE CBOEit TOKCUUYHOCTU U CTOM -
KocTu, [TXD cTan omHUM M3 TPUOPUTETHBIX 3arpsi3-
HUTEJIe OKpyXaroliei cpenpl [42].

I/I3BCCTHO, YTO BBCACHUEC aHTPOIIOI€HHbIX XUMMU -
KaTOB B OKPYXAaIOIIYIO CPeIy CO3IaeT CEICKTUBHOE
JIaBJIEHIE, KOTOPOE MOXET CIIOCOOCTBOBATh pa3BU-
THIO HOBBIX ITyTeH, TIO3BOJISIIOLIUM OaKTEPUSIM T1OJTY-
4aTh JIOCTYII K HOBBIM MCTOYHMUKAM YIJIEpOJa, a30Ta
i pocdopa 1/ uian 1eTOKCUPUIIMPOBaATh ONaCHBIE
coeauHeHus1. OQHAKO pas3jiokKeHNe aHTPOITOTeHHBIX
XUMHWYECKNX BEIIECTB YaCTO OKA3BIBACTCS MEIJICHHBIM
W HETIOJTHBIM, TTOCKOJIBKY OaKTepHH ellie He BhIpaboTa-
Jn pepMEHTBI, KOTOpbIe 3(h(hEeKTUBHO KaTaTU3UPYIOT
Iaryv, HeooXoIMMBbIe IIJIs1 IIpeoOpa30BaHUs TAKUX CO-
eOIWMHEHUI1 B METa0OIUTHI LIEHTPAJIbHOTO YIIIEPOIHO-
ro oomeHa [2, 43].

[TX® u3-3a IpuCyTCTBUS IIEITU aTOMOB XJIOpa Ha
¢deHOTBbHOM KOJIblIe 00Jlee CTOeK K OaKTepHalbHOMI
JIerpagalu, YeM MeHee XJIOpDUPOBaHHbIE aHaJloru
[3]. IOTam™m Sphingobium (panee Sphingomonas) chlo-
rophenolica ATCC 39723 oTHOCUTCSI K HEMHOTUM
OakTepusiM, CIIOCOOHBIM MOJHOCTHIO MUHEPaIN30-
BaTh IIX®, x0Td pa3jioxXeHUE MIPOUCXOIUT MeIJIEH-
Ne 6
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HO U AECTPYKTOP HE MOXKET PACTHU TP BEICOKUX KOH-
LICHTpalMsIX 3TOro cyocrTpara [2, 43—47].

Herpapaums [IX®D y S. chlorophenolicum ATCC
39723 HauMHAaETCs ¢ TUAPOKCUINPOBAHMS CyOcTpaTa
onHokoMMnoHeHTHo [TX®M-moHookcureHas3oit (PcpB)
(K® 1.14.13.50) c obpa3zoBaHUEM TeTpaxjaop-1-OeH-
3oxuHoHa (TXBX) (puc. 5). UHTEepecHO, 4TO bep-
MEHT CITOCOOEH K yaaJeHUIO 13 4 TTOJI0KEeHUS ITUPO-
KOTO psifia 3aMEeCTUTEJICH Y TTOJIUTAIOTeHUPOBAaHHBIX
¢$EHOJIOB, HO IPY 3TOM HEOOXOIMMO, YTOOBI BO 2 TT0-
JIOXKCHUU MPUCYTCTBOBAJ rajOreH.

3atem TXBX-penykraza (PcpD) (K® 1.1.1.404)
BoccraHaBmuBaeT TXbBX mo teTpaxmopruapoxmHOHA
(TXTX) [45]. MyrtaHTHBINA 1UTAMM, JUAIIEHHBIA
¢yukumoHanbHOM PcpD, o6iaman HapylleHHOI
criocobHocThI0 pasiarath IIX®, HO B ToxXe BpeMs
YIS U3 cpensl 2,3,5,6-TeTpaxyiopdeEHOII C TOM XKe
CKOPOCTBIO, UTO U IITaMM IMKOIO THIIA, CJICHOBa-
tesbHO, PcpD KaTtanusupyeT ctanuio, HEOOXOIUMYIO
st pasnoxkenus IIX®D, Ho He IS pas3aoKEeHMUS
2,3,5,6-TeTpaxyiopdeHona. OCHOBBIBasICh HA U3BECT-
HBIX MEXaHM3MaXx OeicTBUs (DIIAaBUHMOHOOKCUTEHA3,
K KOTOPBIM OTHOCcUTcS U PcpB, runpoxkcunupoBaHue
[IX® npuBomut K odOpazoBanuio TXBX, KoTopshlii
PcpD m BoccranaBmuBaet no TXI'X. ITocaenamii 3a-
TeM mnpeBpamaercda B 2,6-JAXI'X mocpencTBoM IByX
peaKinii IeraJloreHUpPOBaHMsI, KaTaIM3UPYEMBIX JIe-
rajioreHasoi (ryratnoH-S-TpaHchepasoii) PcpC (KD
1.21.4.5) [48]. Kaxnast cragysi BOCCTAaHOBUTEIbHOTO
JIETaJIOTEHUPOBAaHMS IIPUBOIUT K OKUCICHUIO IBYX
MOJIEKYJI IIyTaTHOHA 10 AUCYIb(puaa IIIyTaTuoHa.

Heob6xonumo otmetuth, yTo PcpC momBepkeH
OKHUCIIMTEIIBHOMY CTpecCy, a ITOBPEXIEeHHBIN Gep-
MEHT TIPOAYLIMPYET IIYyTaTUOHWUJIbHBIE KOHBIOTATHI
(S-r1yTaTUOHWJI-TPUXJIOPTUAPOXUHOH U S-TIIyTaTh-
OHWJI-TUXJIOPTUAPOXUHOH), KOTOPhIE OH HE MOXKET
nmajee ImerajoreHUpoBaTh. DTU KOHBIOTATHI MOTYT
OBbITh BOCCTAHOBJICHBI M BO3BpAIlleHbI HAa ITyTh Jerpa-
Jaluu AeiACTBUEM APYroii IyTaTUOHTpaHcdepasbl,
PcpF (K® 1.8.5.7), koTopas mpeBpalaeT KOHblora-
THI B 2,5,6-TpUXJIOP- U 2,6-TNXJIOPTUAPOXUHOH, BO3-
Bpalllasl X Ha NyTh Aerpaganuu [49].

Fe(Il)-3aBucumasi 3KCTpamuosibHasl TUOKCUTeHa3a
(PcpA) (KD 1.13.11.66) paciieruisier 2,6-AXT'X [50—52]
c oOpazoBaHumeM 2-xyiopManewnanerar (2-XMA).
®epment MA-penykrasa (PcpE) oTBeTcTBeHEeH 3a
BoccTaHoBiieHue 2-XMA o MA, a 3atem 1o 3-keTto-
amuraTa.

VY mramma ATCC 39723 mepBoHayaJlbHO ObLIM
U3BECTHBI TSITh KaTabOJMYECKUX TeHOB: pcp B, pepD,
pepC, pcpA v pepE, a TakKe ONVH PEerysaTOPHbIN I'eH
pepR, yaactBytomux B aerpagauuu [TX®. Eme onuH
TreH DIyTaTMoHTpaHcdhepassl pcpF ObLT ONMCaH TTO3Xe
[49]. Tenbl pazdpocaHbl O ABYM (hparmeHTaM: pcp B,
pepD n pep R opraHM30BaHbI KaK KjlacTep ¢ OAMHAKO-
BOIi opueHTaluel, Mpyu 3TOM ¢ TeHOB pcpB u pcpD
9KCIIPECCUPYETCS €NUHBbIN TpaHCKPpUIIT. OcTalbHbIE
reHbl pcpC, pcpA, pcpE wn pcpF (0003HaYeHHBIN N3HA-
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YaJIbHO Kak orf19) HaxomsTcs Ha IPYroM (pparMeHTe
pSIIOM IPYT C IPYTOM, HO He BHYTpU oniepoHa. Hanu-
yrie KOHCEPBAaTUBHbBIX CAIITOB CBSI3bIBAHUS IJIsI pEry-
nsaTopHoro 6emka PcpR B mpoMoTopHBIX obiacTsax
pepB, pcpA n pep E T0Ka3bIBaeT, UYTO T€HbBI IECTBYIOT
Kak equHbII perysioH ¢ PcpR B kKauecTBe akTuBaTOpa,
OQHAKO HEM3BECTHO, BHICTYNAeT B Ka4eCTBE KOWH-
nykropa caM [TX® wim ero nocjeayronne MpoOayKThL.
I'ennl riyraTuonTpaHcdepas pcpC u pepF skcnpec-
CUPYIOTCSI KOHCTUTYTUBHO, BEPOSITHO MEXaHM3M MX
peryiagiuu ¢ nmoMoubio ITX® 6akrepus elie He BbI-
paborana [43—45, 49].

TeopeTuuecku reHbl, Koaupylolde (epMeHTbI
nmerpamariy [1X®, MoTI BOSHUKHYTD B pe3y/IbTarte:
1) mpuBnedYeHus NpeaKoBoro hepMeHTa 6e3 AyrKa-
LIUY TeHOB, UYTO TpeOyeT pas3nesieHUs] HOBbIX U UCXOM-
HBIX (DYHKLINIA; 2) peKPYTUPOBAHHUEM YiKE CYIIECTBY-
I011IeT0 (hbepMeHTa C TOCIEAYIOIIUM TyOJIMPOBAaHUEM U
IUBEpreHeil NCXOMHOTO reHa C TMOJydYeHUeM IS
nmerpamarnu [1X® omHOM crenmaTu3nupoBaHHOM,
XOTSI BO3BMOXHO, M HE OTITUMU3UPOBAHHOM KOTIMU; U
3) TOPUBOHTAIBHBIM TIEPEHOCOM T'€HOB, KOAUPYIOIINX
Jnbo (epMEHTBI, KOTOpPbIE YXe CIeLMaIu3upOBaHbI
1151 paciueruieHus [IX®, 1160 (pepMeHTHI ¢ IIIMPOKOIA
cyOcTpaTHOI CrelMMUIHOCTBIO U YacTo caaboit ad-
(hbEeKTMBHOCTBIO, KOTOpbIE CTaJIU TMOJIE3HBIMU, KOTIa
OaKkTepUsl CTOJIKHYJIACh C 3TUM cyocTpaToM. [43].

i TTOHUMMaHUSI TIPOUCXOXIEeHUSI (hEepMEHTOB
pazyioxeHust [TX®D cpaBHUIU BCIO TOCIEIOBATEb-
HOCTb TeHOMOB S. chlorophenolicum ATCC 39723 u
S. japonicum, GIU3KOPOACTBEHHON C(PUHIOMOHAIbI,
KOTOpast pasjaraer IPYroil XJIOpOpraHm4YeCKUil Ie-
CTULUJI — JIMHAAH (y-TeKcaxJiopuukiaorekcat) [53].

IlepBoiit pepment nytu mramma ATCC 39723
PcpB npuHamiexXuT K ceMeicTBy OMHOKOMIIOHEHT -
HBIX (p7IaBUH3aBUCUMBIX MOHOOKCUTEHA3, K KOTOPO-
MY TaK3Ke OTHOCSITCSI XOPOIIO U3y4eHHbIe (hepPMEHTHI
denonrugpokcwiaasza (KO 1.14.13.7) mrTamma
Trichosporon cutaneum [54] 1 n-ruapoKcUOEH30aT-
rugpokcuiasa (KP 1.14.13.2) npeacraBureneii pona
Pseudomonas [55]. Takue ¢epMeHTHI pacIpOCTPaHEHBI
Yy ITOYBEHHBIX OaKTepUil, MOCKOIBKY (DEHOJIbHBIE CO-
eIMHEeHUSsI, TTOJlydeHHBIe B pe3yJibTaTe Pa3jIoXCHUS
JIMTHUHA, SIBJISIIOTCS] BaXKHBIM MCTOYHMKOM YIJIEpOJa.
OrtcyTcTBUE GIM3KOIO ToMoJIora y S. japonicum 1o3BO-
JISIET MPEANONI0XKUTb, YTO TeHa pcp B He OBLIO y TTOCIIen-
Hero obiiero npenka S. chlorophenolicum w S. japoni-
cum. bm3kue roMooru pep B Takxke He 0OHApYKEHBI Y
Ipyroii ccoMHroMoHaabl Sphingomonas wittichii, 1o-
3TOMY MaJIOBEPOSITHO, UTO 3TOT I'eH MPOU3ollIes OT
MPEIKOBOrO, YTEPSIHHOIrO y S. japonicum. Huskasg
MapHasi UIEHTUYHOCTh TOCJIEHOBATEIbHOCTE MEXIy
[IX®D rugpoxcunazoii u apyrumu hjaaBUHMOHOOK-
cureHazamu mramma S. chlorophenolicum TI0Ka3BIBaeT,
4YTO pcp B He BO3HUK B pe3ybTaTe HedaBHEi TyTiin-
Kalluy U IUBEPreHIIMM paHee CYyIleCTBOBABIIIETO IeHa.
OTHU JaHHbIE, HApsILy ¢ HaAOMIOOeHUEM, 4TO pcpB u
pcpD HaxonsTesl B 00JIACTH ¢ OTHOCUTEIBbHO HU3KUM
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GC-coctaBoM, CBHACTEIBCTBYIOT O TOM, YTO TeH
pcpB OB TIPUOOPETEH MyTeEM TOPU30HTAJILHOTO Te-
peHoca U3 HEU3BECTHOIO MCTOYHMKA. DTa TUIIOTE3a
MOATBEPKIaeTCs HaOIIOAeHUEM, YTO (PePMEHTHI, ITO-
Ka3bIBaloIIKe BEICOKYIO romojioruio ¢ PcpB (72—98%
WICHTUYHOCTh IOCJIeIOBATEIbHOCTE), OOHapyxKe-
HBI Y Novosphingobium lentum [56], HECKOTBKHX pas3-
Jlararolmx noauxiaopdenon cpuHromonan nz OuH-
nsgHauu [57], Sphingomonas sp. UG30 [58], a Takxke y
HEKOTOPBIX HEKYIbTUBUPYEMBIX OaKTepuil U3 Ipood
OKpY2KaloIlei cpeapl, COOpaHHBIX C TTIOYB, 3arpsI3HEH-
HbIX [TXD [59]. Bricokasi roMoJiorusi mocjieaoBaTelib-
HOCTEI 3THUX T'€HOB ITO3BOJISIET IIPEANOIOXUTH, YTO
pcp B ObLI TepeaaH IyTeM TOPU30HTAILHOIO IIepeHoca
reHoB. B To xe Bpems1, PcpB nMmeet HU3Ky10 ToMOJT0-
ruto (<35% WMIeHTUIHOCTH) ¢ GONIBITMHCTBOM hita-
BMHMOHOOKCHUI€HA3 OakTepuil, He pa3pylIalolIux
I[1X®. Bricokuii ypoBeHb IUBEPIreHIIUHN ITOCICA0BA~
TEJILHOCTEI 3aTpymaHsIeT NACHTU(DUKAIINIO NCXOMHO-
ro cyocrpara PcpB 1o ero BoBiieueHus B IIyTh JIerpa-
pauun [TXD [43].

Bropoit depment TXBX-pemykraza PcpD He
uMeeT OJIM3KOTO POACTBA C KaKUM-JIMOO Ipyrum
¢epMmeHTOM B reHoMax S. chlorophenolicum vnu S. ja-
ponicum, 4TO TIO3BOJISIET IMPEAIOJOXUTh, UTO OHa,
KaK 1 pcp B, 6pl1a MpuoOpeTeHa IyTeM ropUu30HTaJIb-
HOTO TepeHoca reHoB. XOTs CYIIEeCTBYeT HECKOJIbKO
CEMENCTB U3BECTHBIX XMHOHpeAyKTa3, ¢epmMeHT PcpD
He BXoAuT HU B onHy u3 Hux. Ckopee, TXBX-penyk-
Ta3a HauoboJjiee 0Ju3Ka 6eKaM, KOTOphIE CIyXKaT pe-
JNYKTa3HBIMM KOMITOHEHTAaMU JIBYXKOMIIOHEHTHBIX
OKCUTeHa3, MTHULIMUPYIOIINX a3POOHYI0 Jerpagaliio
apoMaTU4YeCKUX COENMHEHUI, HE UMEIOIIUX TMAPOK-
CWJIBHBIX WX aMUHHBIX 3amMecTuteeii [43, 45].

PcpC xaramusupyeTt cTagu BOCCTAaHOBHUTEILHOTO
JleraJJoTeHUPOBAHMSI, KOTOPOE TAKXKE MTPOUCXOIUT BO
BpeMsI ierpanalyu JuHaaHa y S. japonicum [60]. dera-
noreHasbl PcpC u LinD sBistioTcest uwineHaMu ceMeiicTBa
mryratioH-S-TpaHcdepas (GST) (KD 2.5.1.18), 601b-
IIMHCTBO (DEPMEHTOB KOTOPOTO KaTalu3UPYIOT HYK-
Jeo(pILHYIO aTaKy ITyTaTMOHA Ha 3JIEKTPOMIIIEHBIN
cyocTpaT ¢ obpazoBaHMEM KOHbBIOrata IIyTaTUOHA.
XoTss B reHoMax IITaMMoB S. chlorophenolicum n
S. japonicum ectb MHOrounciaeHHbie yieHbsl GST-ce-
meiictBa, TXI'X-gerajgoreHasa He UMeeT 3HAYUTEIIb-
HOit TOMOJIOTHH JTI000MY U3 HUX (<25% MACHTUIHO-
CTU TIapHBIX IOCJIEA0BAaTENIbHOCTE), B TOM YMUCJE
LinD, karanu3upyroiieMy BOCCTAaHOBUTEIbHOE Jera-
norenupoBaHue 2,5-JIXI'X 1o 2-xJ10pruapoXnHoHa B
nytv nerpagauuu auHaaHa [60]. Takum oGpasoM,
pepC, cKopee Bcero, ObLT MPUOOpPETEH MyTeM Tropu-
30HTabHOTrO nepeHoca reHoB. PcpC u LinD — enuH-
CTBEHHbIE U3BECTHbIE BOCCTAHOBUTEJIbHbBIE JErano-
reHasbl a3POOHBIX 0aKTepUil, KOTOpPbIE ACHCTBYIOT Ha
apoMaTMyeckue coeArvHeHUsl. 3HauYuTeJIbHOE pac-
XOXJIEHUE MeXIy 3TUMU (hepMEeHTaMU MpPeriosaraer,
YTO OHU MTPOUCXOISIT HE3aBUCUMO OT pa3HbIX Mpe-
koB — wieHOoB GST-cemeiicTBa. OCTaTK1 B aKTUBHBIX
nenTpax PcpC u LinD HarmoMMHarOT OCTaTKA B aK-
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TUBHBIX LIECHTPaX HEKOTOPBIX MAJIEWIIINPYyBaTHU30MeE -
pa3, a TXI'X-geranoreHasa nmeeT HA3KYIO aKTUBHOCTh
¢ MaJIeWIalleTOHOM, aHaJIOrOM MaJIewIrpyBarta [61].
CrnenoBarenpHo, TXI X-merajoreHasa Morja IIpouc-
XOIUTh OT MaJICWJINTUPyBaTau3oMepashbl.

IlepBble TpU paccMOTpPEHHBIX (epMeHTa 3TOro
MeTa00JIMYECKOTO MyTU YAMBUTEIbHO HER((HEKTUBHBI.
I[MX®D-rugpokcunaza (PcpB) uMmeer oueHb HU3KYIO
KaTaJIMTUYECKYIO KOHCTAHTY (K, 0.02 ¢~!) u nemoH-
CTPUPYET CYILIECTBEHHOE pa3o0IIeHrue — (pEepMEHT
4acTo HE MOXET T’MAPOKCUJIMPOBATh CyOCTpaT U BMe-
cto 3Toro BeicBoboxaaeT H,O, mo mepe pasinoxeHust
IpOMEKYTOUHOTO mponykrta C4a-TUaponepoKCH-
dnaBuHa. TXbX-penykraza (PcpD) nmokassiBaeT HU3-
Ky1o ckopocTb o6opota (0.7 ¢! ipu 50 MxkM TXBX)
[45, 47], a TXI'X-peranorenasa (PcpC) noaBepraer-
csl TIIyOOKOMY CyOCTpaTHOMY MHTMOMPOBaHMIO, €€
apoMaThyeckue CyOcTpaThl AEMCTBYIOT KaK HEKOHKY-
PEHTHbIE MHTMOUTOPBI peaKIIMU THOI-AUCYIbGUTHOTO
oOMeHa, KoTopasi HeoOxonuma JUisi pereHepaluu CBo-
601HOI hopMBI hepMeHTa [62]. DTH JaHHBIE COIIacy-
IOTCSI C TUTIOTE301 O TOM, UTO (DEPMEHTHI B ITyTH JIeTpa-
mary T1X® erre He 3BOTIOIIMOHUPOBAINA IO YPOBHS
GYHKIMMU, TATUYHON 111 OOJBIIMHCTBA METabOoI1-
yecKux 93H3UMOB [43]. ITocKoJIbKY TepBbIe JeTepMU-
HaHTHI Aerpagaunu [IXD (pcpB, pcpD v pcpC) 66N
OOHapy>KeHBI B IByX pa3HbIX JIOKYCax reHoMa ITaMMa
ATCC 39723, caremoBaTelbHO, ObUIN 3a0eiICTBOBAHBI
KaK MUHUMYM JIBa pa3HbIX COOBITHSI TOPU3OHTAIbHO-
ro repeHoca reHOB.

I1pu uccaenoBaHuu 4eTBepTOoro epmeHTa PcpA
0Ka3aJIoCch, 4TO €ro ITocliemoBaTelbHOCTL Ha 93%
UIEeHTUYHa Apyroil nuokcureHasze LinEb mramma
S. japonicum, paclleTUIS OIS apOMaTUYECKOEe KOJIb-
o 2,6-AXI'X. HecMoTpst Ha cBOoe Ha3BaHUe, (ep-
MmeHT LinEb He y4JacTtByeT B merpamanivu auHOaHa
[63], B KOTOpOM 2-XJIOPTUAPOXMHOH PACIIEIUISIET ET0
romoJsior LinE. IlociemoBarelbHOCTH OTMOKCUTEHA3
LinE u LinEb nmetor 53, a PcpA u LinE — 52% unen-
TUYHOCTH.

M3zyuenue nsaroro pepmenta nmytu (PcpE) noka-
3aJ10, YTO €TO ITOC/IeI0OBaTeIbHOCTD Ha 91% mmeHTIHA
MA-penykrasze (LinF) mtamma S. japonicum. Cneno-
BaTeJIbHO, MOCJEAHUE OBa T'eHa IyTWU Herpagaiuu
I[IX®, PcpA u PcpE 6blIM yHacjienoBaHbI OT OG-
Xaiiiero npenka S. chlorophenolicum v S. japonicum.

Takum o6pasom, koHBepcuio ITXD mMoxHO pac-
CMaTpHUBaTh, KAK MOJIe/Ib BHOBb BO3HUKIIIETO U €IIIe HE
ONTUMM3UPOBAHHOIO ITyTM KOHBEPCHU KCEHOOMOTH-
KOB. MOHOOKCUTEHUPOBaHUE MEPBUYHOIO cydcTpara
OCYILECTBJISIETCS OMHOKOMIIOHEHTHOIM T'MOPOKCHUJIA-
301 OMHOKPATHO B 1-TIOJIOXXEHUHU, B Pe3yJIbTaTe YeTo
OTIIEIUISIETCST XJIOP-3aMECTUTENb U 00pa3yeTcsl TeT-
paxJIOp-TI-0€H30XMHOH, KOTOPLII B CIEAYIOLICH pe-
aKIIMM BOCCTAHABIMBACTCS IO TETPAXJIOPTUAPOXM-
HOHa. BOJBIIMHCTBO XJI0p-3aMeCcTUTENeit SIUMUHU--
pyeTcss M3 MOJIeKYyJbl CcyOcTpaTra IO pacKpBITHUS
apomaTtndeckoro kKoJjblia. CyocTpaToM IJIsT TMOKCH -
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reHasbl, KaTaJIM3UPYIOIIeil 5TO Mema-paclierieHue,
SIBJISIETCS AUXJIOPUPOBAHHBIN TUAPOXUHOH.

Hokok

®dnaBUH3aBUCUMbIE MOHOOKCHUTE€HA3bl, TUIPOK-
CUJIMpyIolIe cyocTpaT, UTpaloT OCHOBHYIO POJIb B
TUIPOXUHOHOBOM ITyTH OaKTepHaIbHOM Oerpagaiu
xyopdeHoIoB. MOHOOKCUTEHNPOBaHUE (PEHOJIOB, CO-
JIepKallliX XJI0P B #apa-TIOJOXEHUM, TIPUBOIUT K OTHO-
BpPEMEHHOMY TUAPOKCWINPOBAHUIO U  BbIACIIEHUIO
MOHOB 3TOr0 3aMectutest. [1Tpu 3ToM aTaka MOHOOKCH-
reHa3bl Ha TAKOM CyOCTpaT IpOU3BOIUT CHAYaIa XMHOH,
KOTODBIM 3aTeM BOCCTAHABIIUBACTCS IO TMAPOXUHOHA
WIA TUIPOKCUTUAPOXUHOHA. COOTBETCTBEHHO OT TOTO
KaKoe M3 3TUX JIByX COCOMHEHUI CIYXUT CyOCTpaToM
TSI JAJTbHEHIIIETO BO3NECCTBUSI TMOKCUTEHA3, PacIelT-
JISTIOLIMX apOMAaTUUYECKOe KOJIBLIO, Pa3InYaroT IBa allb-
TEPHATUBHBIX META0OIMYECKIX ITyTH KOHBEPCUU 3TUX
coeaHeHM. [JoBOJIBHO YacTO HAOIoHaeTCsI Koppe-
JISIIMS ITYTU MeTaboI13Ma MOHO3aMEeIlIEeHHBIX #-(e-
HOJIOB C TaKCOHOMMWYECKOIl IIPUHAIJIEXKHOCTHIO
mraMMa-aectpykropa. IlpeuMyliecTBeHHO y TIpa-
MOTPHULATEIbHBIX OAKTepUil B pe3yIbTaTe aKTUBHOCTU
OIIHOKOMITOHEHTHBIX (hJIaBUH3aBUCUMBIX MOHOOKCHTE-
Ha3 o0pa3yeTcsl TUAPOXUHOH, apOMATHUIECKOE KOJIBLIO
KOTOPOTO B ITOCJIEICTBYE paclueruisieTcsi. B To Bpe-
MsI KaK Y TpaMITOJIOKUTENbHBIX 0aKTepUil IBYXKOM-
MOHEHTHHIEe (hJIaBUH3aBUCUMBIE MOHOOKCUTEHA3bI
TpaHCHOPMUPYIOT MepBOHAYAJILHBIN CyOCTpaT B pe-
3yJIbTATe ABYX MOCJIEIOBATEIbHBIX pEaKIIN THIPOK-
CUIMPOBAHUS OO TUAPOKCUTUIPOXMHOHA, KOTOPbIi
CITY>KUT CyOCTpaTOM [IJIsl IMOKCUTEHA3, PacIleruIsTio-
II1X apOMAaTHUYECKOE KOJIBLIO.

OIHOKOMIIOHEHTHBIE TMAPOKCHUIA3bI IMpUHAIIe-
XKaT K Kj1accy A (paaBUH3aBUCUMbBIX MOHOOKCHUTEHA3
W TIPOSIBIISIIOT Y3KYIO CYOCTpaTHYIO CIIeHU(PUIHOCTD
10 OTHOILICHWIO K apOMaTHUYECKUM COCTMHCHUSIM,
colepxXKalliM aKTUBUPYIOIIYIO TUIPOKCUIBHYIO WA
aMUHOTPYMITY. DTO BAXXHOE OTJIMYME BceX (PIaBUHCO-
JepKallx OKCUTeHa3 OT (hepMEHTOB Pys), KOTOpbIE
MOTYT THAPOKCWIMPOBAaTh TaKxKe HEaKTUBUPOBAHHbBIE
apoMarmyeckme coenmHeHns [11]. TTockonmbKy KoHed-
HBIM TIPOAYKTOM KaTajau3a OTHOKOMITOHEHTHBIX
TUIPOKCUIIA3 SIBIISIETCU TUAPOKCUXMHOH, JIOTUYHO,
4TO 3TU (DEePMEHTHI BBIIIOJHSIOT TOJBKO OTHO TH-
pokcuianupoBaHue ¢eHoJbHOro cyocrpara. OgHako,
CKOopee BCEero, 3To0 OrpaHUYCHUE He SIBJIsIeTCs (PyHK-
LIMOHAJIbHBIM U BTOPOE TMIPOKCMJIMPOBAHNE BITOJIHE
BO3MOXHO JIJISI 3TOTO Kjacca (hepMeHTOB. Tak, B ajib-
tepHatuBHOM I'TX-mmytu gerpamanum 4-H® 1mram-
Mamu Pseudomonas sp. 1-7 n Pseudomonas sp. WBC-3,
OTHOKOMITOHeHTHELIe 4- HD-MoHOoOKcUreHassl PdcA
1 PnpA ckopee BCero BBIITOJHSIOT BTOPOE THAPOKCH -
JupoBaHue cyoctparta [14, 15].

OpHokoMnioHeHTHast [IX® MoOHOOKCUTeHa3a
(PcpB) miramma S. chlorophenolicum ATCC 39723 ka-
TaIM3UPYET OJHO TMAPOKCUIIMPOBaHUe CyocTpaTa B 4
nonoxeHnu ¢ oopazosanreM TXbX. biskne romoso-
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M reHa 3toro pepMeHTa ¢ 72—98% WIEeHTUYHOCTHIO
OOHApyKeHBl Y HEKOTOPBIX APYTUX — pa3iaraloimx
ITX®D chunromonan, [57, 58]. C GoybIIMHCTBOM (iia-
BMHMOHOOKCUTEHA3 OaKTepuii, He CIIOCOOHBIX K
koHBepcuu [TX®D, PcpB umeer <35% MaeHTUYHOCTH
nocinenoBaTesbHOCTE [43]. KpoMme Toro, mpu mcciie-
JTOBAHUUW BJIVSHUSI MOJIUXJIOPMEHOIOB HAa BUIOBOE
pa3HoOOpa3ne bakTepuii COOOITaI0Ch, YTO 1OOABIC-
Hue IIX® B MOYBEHHYIO CYCIIEH3MIO NPUBOIMUIIO K
n30MpaTeIbHOMY e¢ 00OoTaIIeHnIo OaKTEpUSIMHU poa
Sphingomonas [59]. Takum oGpa3zoM, HaOIIOIAETCS
KOppeIsLys CriocoOHOCTU pasiaraTh [1X® ¢ TakcoHO-
MUYECKOI TTPUHAIJIEKHOCTBIO OaKTepUu IeCTPyKTOpa
K C(OMHTOMOHA/IaM U POICTBEHHBIM UM BUIAM.

bakrepuanbHasg nerpagainvs TeHTaxJaopdeHoIa
MOXET CUUTAThCS KJIACCUYECKUM IIPUMEPOM HOBOTO
IMyTU, BHOBb BO3HMKIIIETO U 3BOJIIOLIMOHUPYIOIIETO
3a 60 J1eT ero aKTUBHOTO UCITOJIb30BaHMSI YEJIOBEKOM.
Baktepuu elle He ONTUMU3UPOBAIN U HE OTPETYJIU -
poBaii (pepMEHThl HaYaIbHBIX CTaauii, HEOOXOIM-
MbIE ST TIpeoOpa3oBaHUSI 3TOTO aHTPOIIOTEHHOTO
COEIMHEHUSI B METAOOIUTHI LIEHTPAIbHOTO YIJIePOI-
HOTo 0OMeHa, BCJIEACTBUE YETo IepBhie TPU (DEPMEH-
tatyti PcpB, PcpD u PcpC wiramma S. chloropheno-
licum (pyHKIMOHUPYIOT C pa3IUuYHbIMU OLIMOKAMM.
JuokcureHaza PcpA kaTanusupyeT pacllellieHUe
KOJIbIIA 2,6-IMXJIOPTUAPOXUHOHA, TO €CTh MeTabo-
JusM [IXD uaet no I'’X-myTH, 4TO XapakTepHO MpU
HWCHOJIb30BAaHUM OaKTEpUSIMU OOHOKOMIIOHEHTHBIX
¢GJTaBUHMOHOOKCHUTEHA3.

JBYXKOMITOHEHTHBIE TUIPOKCIUIA3bl MpUHAIIe-
XKat K Kitaccy D (praBHH3aBUCUMBIX MOHOOKCUTEHA3,
(epMEHTOM-TIPOTOTUITOM JIJISI KOTOPOTO SIBJISIETCSI
4-runpokcudenunalerar-3-MmoHookcureHasza (Ko
1.14.13.3), koTtopas Obl1a uAeHTU(hULIMPOBaHa Yy psifa
6akTtepuii. [TomoGHO (h1aBOMOHOOKCHUTEHAa3aM KJlacca
A, 4JeHbI Kiacca D 0GBIYHO aKTUBHBI B OTHOIIICHUH
apoOMaTUYECKUX CyOCTPATOB, TAKUX KaK 4-TUAPOKCH-
denmnauerat, peHon [64—66], 4-HD® [17] u ap.
IMpencraBuTenn 3TOTO KJlacca, MO-BUIUMOMY, Orpa-
HUYEHBI TOJILKO OMHUM THITOM OKCHUTEeHAIIUH: (peTr-
OHCEJICKTUBHBIM) TUAPOKCHINpOBaHueM [11].

Kak cnengyer n3 mpHBeNeHHBIX BBIIIE MaHHBIX,
GakTepUaibHbIC a3POOHBIE KATA0OIMUECKIE ITyTH XJI0-
PUPOBaHHBIX (PEHOJIOB Yallle MTHULIMUPYIOTCS IBYXKOM-
TMMOHEHTHBIMM MOHOOKCUTEHA3aMU, 4YTO, BO3MOXKHO,
CBSI3aHO C XapaKTePHOM JJIs1 HUX IIIMPOKOM cyocTpaT-
HOI1 crieIn(pUIHOCTHIO. BOJIBIIMHCTBO MOHOOKCHUTE-
Ha3HBIX KoMrnoHeHTOB TC-FDM-cemelicTBa momna-
IaloT B OOHY M3 OBYX TOMOJIOTMYHBIX Tpynm [18].
IlepBas rpymmra — peHoI-2-MOHOOKCUTEHA3HAasI, CO-
CTOUT U3 (PEPMEHTOB, KOTOPHIE TUAPOKCHIUPYIOT
(eHOITBI B 0pmo-TIONOXKEHUH K UICXOTHOM TMAPOKCUITb-
HOI TpyIne W BKIIIOYaeT 4-TUAPOKCU(EHUIIALETaTMO-
HookcureHasy HpaB [25], auTpodenHoamMoHooKkcHure-
Ha3y NphAl (K® 1.14.13.29) [24] v ¢peHOIMOHOOKCHUTE~
Ha3y PheA [67].
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OH PcpB ) PcpD OH  pcpC OH PcpC OH
Cl Cl O, <l Cl Cl Cl Cl Cl Cl Cl
NADPH NADPH 2GSH 2GSH
R ——— T»
Cl Cl Cl- Cl Cl Cl Cl CI” I Cl~
Cl (0] OH OH OH
I 11 111 v Vv
O, PcpA
ClI- H,0
cooH PcpE cooH PcpE COOH
COOH COOH COOH
NADH | NADH |
Cl~
O OH
VIII VII VI

Puc. 7. Ilyts kouBepcum [IXD y mramma S. chlorophenolicum ATCC 39723: 1 — nenraxnopdenon; 11 — rerpaxiaop-n-6eH30Xu-
HoH; 111 — rerpaxinopruappoxuHoH; IV — 2,5,6-tpuxnopruapoxuHoH; V — 2,6-1uxaopruapoxuHoH; VI — 2-xjmopmanenale-

tar; VII — maneunanerar; VIII — B-ketoanunar [2].

Btopast — ocHOBHasi TOMOJIOTUYHAasl TpyIIIa CO-
JIEepXUT (HeHOJ-4-MOHOOKCUTEHA3bI, KOTOPhIE THII-
POKCUJIMPYIOT (PEHOJIBI B napa-TOJI0KEHUHU 10 OTHO-
IMEHUIO K MCXOMHOM THAPOKCWJIBHOW TpyIie. DTa
rpynna Bkiaodaer 4-X®d-moHookcureHasy CphC-I
[8], 4-H® monookcureHassl NpcA [18] m NpdA2
[12], 2,4,5-TX®D-monookcureHasy TftD [68] u 2,4,6-
TpuxyiopdeHonMoHookcureHasbsl TcpA [5] u HadA
[69]. IIpupomHble cyOcTpaThl Bcex (EPMEHTOB B
rpy1ire ¢peHoJI-4-MOHOOKCUTEHA3 MUMEIOT 3JIEKTPO-
HOAKIIEIITOPHBIN 3aMeCTUTEb (HUTPO WU XJIOP) B
napa-nojoXeHUH, KOTOPBI 3aMeIIaeTCsl B pe3yiib-
TaTe KaTaJIM3UPyeMOTr0 MOHOOKCUTEHA30M THUAPOK-
cunupoBaHus. Bce wieHbl rpynnbl heHoI-4-MOHO-
OKCUTE€HAa3hl ABaXIbl TMAPOKCUJIUPYIOT CBOU TIPU-
pOIHBIE CYOCTPATHI.

Ipn pasnoxenun TpuxiIopdEHONIOB CHaJyajaa Bce-
[Ia IPOMCXOIUT TMAPOKCUIMPOBAHME B 1apa-, a TIOTOM
B 0pmo-TIO3UIIAM K IIEpBOHAYAIBHOM TMAPOKCHIHBHOM
rpymre. 2,4,6-TX®d-moHookcureHaza TcpA [6] kaTa-
JIU3UPYET TIOC/ieoBaTe/IbHOE IeXJIOPUPOBAHUE T0-
CPEICTBOM OKUCIUTEIbHBIX U TUAPOJIUTUIECKUX Pe-
aKIlMi, TIpU 3TOM CyOCTpaT He TIOKUIAaeT aKTUBHOTO
camta ¢pepmenTa [11, 12]. Bropoe rmapokcuimmpoBa-
Hue cyocrpara 4-H®-moHokcureHasoir NpdA2 [12],
o aHayioruu ¢ TcpA Takxke, CKOpee BCEro, OCyIlIeCTB-
JISIETCSl TIOCPENCTBOM TUAPOJIMTUYECKON peakiiuu 6e3
BBIXOJIa CyOCTpaTa M3 aKTUBHOTO IIeHTpa (pepMeHTa.
IMonTBepxxneHreM 3TOr0 MPEANOI0KEHUS SIBISIETCS
TO, 9TO KakK TcpA, Tak m NpdA2 He MOTYT MCIIOJIB30-
BaTh KaK CyOCTpaThl BOCCTAHOBJIEHHBIC OCH30XNHO-
Hbl — 2,6-JIXI'X U TMAPOXUHOH COOTBETCTBEHHO.
ITpuuemM BTOpOro (yHKIIMOHAJIBHOTO IOMEHA y 3TUX
MOHOOKCHUTEHAa3 HET, TaK UTO CKOpee MMeeT MECTO
KaTaJuThudecKas: pa3HOPOTHOCTh (HEpa300pYMBOCTb)
depMmeHTa.

MMPUKIIAAHAA BUOXUMHUA U MUKPOBUOJIOTUA

MHuag katanuTudeckass Hepa3OOpPUYUBOCTH Gep-
MEHTOB OblIa BhIsIBJIeHA ITpH KoHBepcuu 4-XK Kyiib-
Typamu A6 1 JS443. UneHTrdUKaLIMS IPOMEKYTOU-
HOro MeTadoyiMTa S5-XJIOPrUAPOKCUTHAPOXMHOHA B
pe3yiabTaTe aKTMBHOCTHM MoOHOoKcureHas CphC-I n
NpdA2, cBUneTenbCTBYET O cJaboil MO3MLIMOHHOM
crieuupUIHOCTU 3TUX (PepMEHTOB B OTHOIICHUU
cyOcTpara, BCIENCTBUE YETO MPOUCXOAUT TUAPOKCH -
JIMpOBaHUE €Tr0 B napa-IO3ULIMN 110 OTHOIIEHUIO K
o001 M3 IBYX TMAPOKCUIIBHBIX Tpyni [§, 12].

PaccmoTrpenHble myTn GakTepMalbHOM Aerpana-
LIMU XJIOPMPOBAHHBIX (DEHOJIOB ITOKAa3bIBAIOT, 4TO
yeM OOoJIbIlIe XJI0pa COASPKUT MOJIEKYJIa apoMaTHye-
CKOTO cyOcTpaTa, YeM MEHee OHa IToXOXa Ha Ipu-
POOHBIN CTPYKTYPHBIN aHaJIoT, TEM OoJiee IIpodJieMa-
TUYHO 1151 0aKTePUU BHICTPOUTDH U ONITUMU3UPOBATh
IyTh €r0 Ha4aJIbHOM KOHBepCUU. TOKCUUYHOCTD XJI0-
PUpPOBaHHLIX (PEHOJIOB KpOMe KOJMYEeCTBAa aTOMOB
XJ0pa B MOJIeKyJie CyOcTpaTa 3aBUCUT U OT UX I10JIO-
XeHusi. MI3BeCTHO, YTO TPYOAHOCTh B YTWJIM3ALUU
cyOcTpaTa OakTepMsSIMM YBEIMYUBACTCS IIPU HaIM-
YUU XJIOP-3aMeCTUTENIS B 3-, 4- 1 5-oi1 mo3unusx [1].

Takum 06pa3oM, 3BOTIOLIMSI HOBBIX CyOCTpaTHBIX
crieUIHOCTE WAET yepe3 peKpyTUpOBaHUE Tiep-
CNEKTUBHBIX T€HOB/(hEePMEHTOB ITOCPEICTBOM TYTLIM-
KallMii 1 MyTalMii, y>Ke UMEIOLIMXCST B TeHOME, UJIU My-
TeM FOPU3OHTAJIbHOTO MepeHOoca U3 FTEHOMOB JAPYTUX
OakTepuii. Ha nepBbix aTanax (hepMeHThI, 001aaato1e
ciaboit unu aaxe HecreUM@PUUHON aKTUBHOCTbIO MO
OTHONIEHUIO K IIeJIEBBIM CyOCTparaM, MOKa3biBaloT
HU3KYI0 3(hdEeKTUBHOCTh. 3aTeM NPUXOAUT Tlopa
“obkaTku” (pepMeHTa, UCIpPABICHMUS €T0 OIIMOOK,
yBeJIMYeHue CrelindUIHOCTU K CyOCTpaTy, ycTpaHe-
HUE KaTaJuTU4YeCKO Hepa30OpPUMBOCTU U ONTUMMU-
3a1ysl peryJsiluu.
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Flavin- Dependent Monooxygenases Involved
in Bacterial Degradation of Chlorophenols

N. V. Zharikova* *, V. V. Korobov*, and E. I. Zhurenko*

¢ Ufa Institute of Biology of Ufa Federal Research Center of the Russian Academy of Sciences RAS, Ufa, 450054 Russia
*e-mail: puzzle111@yandex.ru

There are two central pathways for aerobic bacterial degradation of chlorophenols mainly depends on the de-
gree of halogenation of the substrate. Mono- and dichlorophenols are hydroxylated to (chloro)catechols,
were further metabolized by ortho-cleavage pathway. Polychlorinated phenols are utilized by bacteria via hy-
droquinone/hydroxyhydroquinone followed by mefa-cleavage of its aromatic ring with the formation of ma-
leyl acetate and then B-ketoadipate. Most research has focused on organisms and catabolic pathways that in-
volve the degradation of (chloro)aromatic substrates via catechols, while alternative hydroquinone path-
way remain poorly understood and described. The review provides information on the metabolic pathways
of p-chloro-substituted phenols, where special attention is paid to flavin-dependent monooxygenases that
catalyze the primary reactions of substrate oxidation.

Keywords: flavin-dependent monooxygenase, biodegradation, 4-chlorophenol, 2,4,5-trichlorophenol,
2,4,6-trichlorophenol, pentachlorophenol, hydroquinone, hydroxyhydroquinone
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