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AHTATOHUCTHYECKHUE B3AUMOOTHOIIEHUA PSEUDOMONAS AERUGINOSA
C APYT'UMHU MUKPOOPI'"AHU3MAMMU
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BHyTpHKJIeTOouHOTO cuMOuro3a YpO PAH), Openoypr, Poccus

Pseudomonas aeruginosa siByisieTcst OIHUM U3 HarboJiee pacipoCTPaHSHHBIX BUIOB OaK-
Tepuil. Haxonsce B cocraBe MHOTOBUAOBBIX COOOIIECTB, MCEBJOMOHA/IbI YCIIEITHO KOHKYPUPY-
IOT C APYTUMH MHKpPOOPTaHM3MaMHu. 3a CYET MPOAYKIMH MHOTOYHCICHHBIX COCAMHEHHH 3TH
OaKTepuu XapaKTepU3YIOTCS OYEHb IIUPOKHUM CIIEKTPOM aHTarOHHUCTUYECKOM akTuBHOCTU. Kak
pu3ochepHbIii MEKpoOopranu3M P. @aeruginosa 3amminaer pacTeHUue-Xx03suHa OT (DUTONATOreH-
HBIX OaKTEpHUi, aCKO- U 0a3MIUOMHUIICTOB M HEKOTOPHIX oomuiieToB (Chromista).

Knioueswie crosa: Pseudomonas aeruginosa, cuHerHolHas ajiouka, aHTarOHUCTHYCCKasT
AKTUBHOCTbH, YCIOBHO-TIATOT€HHBIH MUKPOOPTaHU3M, CTUMYJIUPYIONIHNE POCT PACTCHUH prU300aK-
TEpUH, 3alUTa PACTCHUIN, OMOKOHTPOJIb.

A.V. Valyshev

ANTAGONISTIC RELATIONSHIPS OF PSEUDOMONAS AERUGINOSA WITH OTH-
ER MICROORGANISMS

Orenburg Federal Research Center, UB RAS (Institute for Cellular and Intracellular Symbiosis,
UB RAS), Orenburg, Russia

Pseudomonas aeruginosa is one of the most widespread bacterial species. Being part of
multispecies communities, pseudomonads compete successfully with other microorganisms. Due
to the production of numerous compounds, these bacteria have a very wide spectrum of antago-
nistic activity. As a rhizospheric microorganism P. aeruginosa protect the host plant from phyto-
pathogenic bacteria, asco- and basidiomycetes, and some oomycetes (Chromista).

Keywords: Pseudomonas aeruginosa, blue pus bacillus, antagonistic activity, opportunis-
tic pathogen, plant growth promoting rhizobacteria, plant protection, biocontrol.

Pseudomonas aeruginosa, Tumosoi Bua poaa Pseudomonas, siBasieTcs of-
HUM U3 Hanbosee pacnpocTpaHeHHbIX BUAOB OakTepwuil [1]. OH BcTpeyaeTcs B BO-
J1ie, TIOYBE, HA PACTEHUSIX, B OpPraHM3ME YeIOBeKa M XKHBOTHBIX. P. aeruginosa ss-
JSI€TCS BaXXHBIM YCJIIOBHO-TIATOI€HHBIM MHKPOOPTraHU3MOM (M3BECTHBIM B MEIM-
IUHCKOM COOOIIECTBE KaK «CHHETHOIHAs MajliouKay): 4acTO BBIACISIETCS U3 OXKO-
TOBBIX paH, MOYU (OCOOEHHO y KaTeTepU3MPOBAHHBIX MAllMEHTOB), IPU BHYTPH-
OOJBLHUYHOW MHEBMOHHUM Y OOJIbHBIX, HAXOASIIMXCA HAa UCKYCCTBEHHON BEHTHMJIS-
L[UU JIETKUX, U Y MAIIMEHTOB C MyKOBUCLHI030M (M3MEHEHHBIE CTPYKTYypa U (yHK-
1Usl PECIIUPATOPHOTO 3IMUTENUS CIOCOOCTBYIOT JUIMTENBbHON KoJIOHM3auuu P. ae-
ruginosa).
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[TockonbKy OaKTEpUM JAHHOTO BHJA YACTO HAXOISATCS B COCTaBE MHOI'OBH-
JIOBBIX KOHCOPIIMYMOB (Hampumep, puzocdepa pacTeHUI WIN MULIEBAPUTEIbHBIN
TPaKT YeJOBEKa), AJsl YCHEIIHON KOHKYPEHTHOW OOpbObl HEOOXOAUM 3HAUUTEIh-
HBIM Habop (GaKTOpPOB aHTaroHU3Ma. MHOTOYHCIEHHBIE UCCIEAOBAHUS MPOJIEMOH-
CTPUPOBAIM, YTO BECh aHTUMHKPOOHBIM apceHan P. aeruginosa oTHOCAT K JBYM
kiaccam [2]. IlepBblif — KOHTAKT-3aBUCUMbIE MEXAHU3MBI (CUCTEMBI cekperuu V u
VI tunoB). BTopoii — KOHTaKT-HE3aBUCUMbIC aHTUMUKPOOHBIC (hakTOpHI (TabsnIa
1).

Tabnuya 1. Kontakr-He3aBUCHMbIE aHTUMUKPOOHBIE (hakTophl P. aeruginosa [2]

['pynina gakTopoB [Ipumepsl

bakrepuonunsl [Tuoruas TumoB S, L u M
Tainornuuel THNOB R u F

Menkne aHTUMUKPOOHBIE | CHTHATIBHBIE MOJIEKYJIBI CHCTEMBI qUOTUM Sensing:
MOJIEKYJIbI N-(3-okcononekanowmn)-L-romoceprH-I1akToH
N-OyTanoui-L-romMmocepuH-1akTOH
2-TeNTUII-3-TUIPOKCHU-4-XTHOJIOH
2-(2-ruapoxcudenn)-Trua3on-4-kapoanbaeru

CepunoBas npoteasza LasA (3macraza A)
PamHounuabl
Cunmnbhas kucnora (HCN)

DeHa3uHbI:
denazuH-1-kapOOHOBAsI KUCIIOTA
MTUOITHAHUH
S-metunenasuH-1-kapookcunar
1-runpoxcudenasun
(dhenazun-1-kapOokcamu g

Cunepodops! (MMOBEPIUH, MUOXETUH)

B kauecTBe neMOHCTpaIMK CIIEKTpa aHTaroHW3Mma KyibTyp P. aeruginosa
MO>KHO TIPUBECTH PE3YyJIbTAThl UCCIIEIOBAHUS «OaKTEPUOIIMHOTEHUW) JIBYX IIITaM-
moB P. aeruginosa (AA u PA) [3]. ABTOpbI UCIIOJIB30BAIM METO]I TICPEBEPHYTOTO
arapa; MpOAYKI[UI0 MHTHOUTOPOB ONPEENIsid Ha TJIOTHOW MUTATEIbHOU cpelie C
BBICOKUM COJEPKAHUEM IMUTATEJIbHBIX BEMIECTB (Ha OCHOBE CEPAECYHO-MO3TOBOM
BBITSDKKH) U okenesonepunuraoit cpeae (cpema King B, Pseudomonas F Agar;
OOBIYHO HWCIOJIB3YETCS NIl YCUJICHUS MPOAYyKIHMH (PiryopeciienHa W TO/IaBJICHUS
oOpa3zoBaHus MUOIIMAHNHA). BBUIO BBISBIEHO, UTO 00a IITaMMa B Pa3HOU CTEIECHU

MOJABJISIIOT KaKue-11M00 U3 YKa3aHHBIX B TaOJIUIE 2 UHAMKATOPHBIE KYJIbTYpbI, OT-
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Hocsmuecst K 12 cemeiictBam Oaktepuid. Mcmonb3oBaHue xene30AepUIIUTHON
Cpeabl BO MHOTHX CITy4asiX yCUJIMBAJIO aHTarOHU3M.

Tabauya 2. MukpoopraHu3Mbl, YyBCTBUTEIbHBIC K aHTATOHUCTUYECKUM
mrammam P. aeruginosa [3]

CeMelcTBO Bun, monsua, ceposap, nmarosap

Pseudomonadaceae Pseudomonas fluorescens

Pseudomonas fragi

Pseudomonas putida

Pseudomonas savastanoi pv. phaseolicola
Pseudomonas syringae pv. pisi

Moraxellaceae Acinetobacter calcoaceticus
Alcaligenaceae Alcaligenes faecalis
Enterobacteriaceae Citrobacter freundii

Escherichia coli

Klebsiella aerogenes

Klebsiella pneumoniae

Salmonella enterica subsp. arizonae
Salmonella enterica sv. Typhimurium
Shigella sonnei

Morganellaceae Proteus vulgaris
Yersiniaceae Serratia marcescens

Yersinia enterocolitica
Vibrionaceae Vibrio parahaemolyticus
Erythrobacteraceae Novosphingobium capsulatum
Chromobacteriaceae "Chromobacterium viscosum™
Staphylococcaceae Staphylococcus aureus
Bacillaceae Bacillus cereus
Listeriaceae Listeria ivanovii

Listeria monocytogenes

UyBCTBUTENBHBIC K TICEBIOMOHA/IaM KYyJIbTYpbl OakTepuil ObUTH OOHapyKe-
HBI cpeau mpexacraButeneit Acinetobacter baumannii [4], Pasteurella multocida
[5], Listonella anguillarum [6] u MHOTHX Ipyrux BHIOB MHKPOOPTaHH3MOB.

bakrepun Buma P. aeruginosa sisisitorcst pu3ochepHbIME MUKPOOPTaHU3Ma-
MH, 4acTo oTHocsmmMucs Kk kareropuu PGPR (plant growth promoting rhizobacte-
ria — CTUMYJIMPYIOIIHE POCT pacTeHuil puzodakrepun). [lonokurenbHbii 3¢ dext
TUX OakTepuil Ha POCT M Pa3BUTHE PACTEHUH CBs3aH (KpOME BBICBOOOXKICHUS
(comobunu3zanus) Gocdaros, cuHTe3a GUTOrOpMOHOB U (PUKCAITUU ATMOC(HEPHOTO
a30Ta) ¢ OMOKOHTpoOJIEM (puTONaTOreHHbIX OakTepuil u rpudos. Hanpumep, mramm

P. aeruginosa VIH2, seinenennsiii B npoBunimu 1[3sucy (KHP) u3 kopHeBoii cu-
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cTeMbl ToMaTa 0e3 Mmpu3HakoB 3aboJieBaHus 3PGEKTUBHO MOJIABIISET POCT OaKTe-
puii Ralstonia solanacearum (rpamoTpuiaTenbHbIe a3poOHBIC HECIopooOpa3yro-
mpe najodku cemerictsa Burkholderiaceae, sisnsrommecs mpuauHONW OaKTepHaTb-
HOTO yBsiJaHUs (BWJITA) HMIMPOKOTO Kpyra pacTeHHI-X03s5€B). AHTaroHU3M JIy4ilie
BBISIBIISIETCA MPU HEeWTpanbHOM 3HaueHun PH (7); onTuManbHBIMU UCTOYHHUKA YT-
Jepoja U a30oTa SBJSIOTCS COOTBETCTBEHHO TUIIOKO3a M Cylb(aT aMMOHHUSA. AHTH-
MUKpOOHAasi aKTUBHOCTH KyJbTypbl P. aeruginosa VIH2 ces3ana ¢ cucremon cek-
perm VI trma, octpoBkom HSI-1 u rerom ppKA [7].

bakTepuanbHbiii 0xor puca (Bo30yauTens Xanthomonas oryzae pv. oryzae)
OTHOCHUTCSI K YHCIly HauboJiee BPEJOHOCHBIX 3a00JeBaHU BO BceM MUpE. BbI3bI-
BaeT OOJIE3HHM MHOTHX PAaCTEHHI: KyJbTypHOTO PHCA, HEKOTOPHIX BUAOB JTHUKOTO
puca, mpoca KypuHOrO U PUCOBOTO, 3JIAKOBBIX COPHSKOB, CHBITH KpyrJyioi u np. B
CTpaHax TPONMHUYECKOW A3HMM MOTEPHU ypoxkKasi COCTaBIAIOT OT 22 10 81%, B cTpanax
C YMEpPEHHBIM KJIMMAaTOM — HECKOJIbKO HUXKE. bakTepuanbHbIi 05KOT pruca BHECEH B
Cnoucok Al Ilepeunss EBponerickoil 1 Cpean3eMHOMOPCKON OpraHu3aluy Mo Ka-
PaHTHHY U 3aILMUTE pacTeHuu [8].

IIpu TectnpoBanuu 512 mTamMmMOB MUKPOOPTaHU3MOB, BBIIEIEHHBIX U3 PU30-
cepsl puca B makuctanckoit mposuHnuu [lenmxad onna kynsTypa (P. aeruginosa
BRp3) B Oonbmicit crenenu coorBercTBoBajia kputepusm PGPR: B ycimoBusx in
Vitro ona comoommmsupyet dochop (97 MKr/mi), CHHTE3UpYeT (HUTOTOPMOH HH-
10J1-3-YKCYCHYIO KUCTOTY (TeTepoaykcuH; 30 Mkr/mn) u cuaepodopst (15 mr/m).
Kpome Toro, JaHHBINA H30JIST MPOSBISIET AHTarOHU3M B OTHOIIEHMH Xanthomonas
Oryzae pv. Oryzae, a Take (puTomaroreHHbIX ackomuieroB Fusarium verticillioides
(F. moniliforme) u Neocosmospora solani (F. solani). Macc-criekrpoMeTpudeckuii
aHaJIN3 BTOPUYHBIX META0OJIUTOB, OTBETCTBEHHBIX 32 aHTUMUKPOOHBIE CBOMCTBA,
BBISIBMJI HAJIMYME B HEOYMIIIEHHOM DKCTPAKTE KJIETOK M3BECTHBIC paHEE COeIHHE-
Hus (cugepodopsl — l-ruapokcudenHazut, MMONUAaHUH U TUOXEINH, PAMHOJIMITUIBI,
A-TUIPOKCH-2-aNIKIIIXMHOJMHBI), a TakkKe HOBbIe BemiectBa — 2,3,4-TPUTHIPOKCH-2-
ATKWIXUHOJIMHBI U 1,2,3,4-TeTparuapoKCH-2-aIKWIXUHOIMHBIL. CYHTAeTCs, YTO ATH
META0O0JIMTHI TIO3BOJISIT OOPOTHCS ¢ OaKTEpHAILHBIM 03KOTOM pHca [9].

dy3apro3 KoJyioca, BEI3BIBAEMbBIN IpuOOM-ackoMuIleTOM Fusarium gramine-
arum, siBisieTCsl pacpOCTpaHEHHBIM 3a00IeBaHHEM TIIEHUIIBI. BOTbIIMHCTBO 311a-
KOB TOpa)karoTcs 3Tor Oose3nbio. ['pubsl poga Fusarium spp. npuCyTCTBYIOT TI0-
YTH BO BCEX MOYBAX U HA PACTUTEIBHBIX OcTaTKax. [Ipu cuiabHOM pa3BuTHM OOJeE3-

HU [IOTEpU ypoxast MOTYyT npeBbIIath 50% u 6oee; 04eHb CHIIbHO CHUXKAETCs Kade-
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CTBO 3epHa. Ecnu mieHuna conepxut 6osee 5% 3epeH, nopaxkeHHbIX (py3apuo-
30M, TO COAEp’KaHWE€ MHUKOTOKCHMHOB IPEBBIMIAET JOMYCTUMBIN ISl 4elIOBEKa U
YKUBOTHBIX ypoBeHb [10].

N3yuenne MUKpoOOHBIX co00IIecTB pu3ocdhephl MIICHUIBI 0€3 MPU3HAKOB
3a0o0sieBaHus (BBIpAIlIEHHONW HAa OOrapHOM MoJje, 6€3 UCKYCCTBEHHOTO OpOIICHMUS;
CEBOOOOPOT KYKypy3a-NIIEHUIIa) U 3apaKECHHON MIIECHUIIbI (Ha PAaCHOJIOKEHHOM
PSAIOM 3aJIMBHOM TI0JIE; CEBOOOOPOT PHUC-MIIEHUIA) BBIABUIIO BBICOKOE COJEpXka-
HUE TICEBIOMOHA]T B pu3ocdepe pacTeHuil neporo nojisi. Beiaenennsiil mramm P.
aeruginosa NFO11 o06magaeT mIMPOKUM CIEKTPOM aHTAarOHHMCTUYECKON aKTHBHO-
CTH, TOJABIISASA POCT MATOTEHHBIX IS MIIEHHIBI rpuboB (Fusarium graminearum,
F. tricinctum, F. verticillioides, Cladosporium cladosporioides, Alternaria alternata,
Ceratobasidium cereale), u npyrux rpudos (Pyricularia oryzae, Ustilaginoidea
virens, Sclerotinia sclerotiorum, Pestalotiopsis neglecta, Botrytis cinerea,
Trichoderma viride). OcHOBHOE TPOTHBOIPUOKOBOE COCAMHEHHE OBLIO HICHTH-
¢uupoBaHO (C MOMOMIBIO >KUIKOCTHOH Xpomarorpaduu C TaHIEMHOW Macc-
CHEKTPOMETpUEH M SAEPHOIO MArHUTHOIO pE30HaHca) Kak (eHa3uH-1-
kapboxcamun (PKA). Bssecs 6akrepuii (1,0 x 108 KOE/Min) nnmn ®KA B koHIIEH-
Tpauuu 32 ML/ MOJIHOCTHIO TMOJABIIAIOT MPOPACTAHHE CIOP M MPHUBOAAT K Je-
cTpykuuu Bakyosieit rud F. graminearum. Cunres ®KA ycunuBaercs npu temiie-
patype 20 °C, pH 6,0, Hanuuuu B cpene KyJIbTUBUPOBAHUS MaHHUTA, apaxuCOBOM
MyKH, MACHOTO DKCTpakTa, moHoB Mn?*, Ca?*, Fe**, Mg?* u aMuHOKHMCIIOT (apru-
HUHA 1 Jau3uHAa). [Ipu onTuMu3npoBaHHbIX yenoBusax npoaykuus ®KA nocrturana
3HaueHur 436,55 + 11,06 mr/a, yto B 4,9 pasza Bbllle NPOAYKLHMH MPU 0a30BBIX
YCIOBUSIX KyJIbTUBUpPOBaHUA. Taxke ObUIO OTMEYEHO MOJaBJICHUE CUHTE3a BOMMU-
TOKCHHA JIe30KCHuHUBajaeHoma [11].

CnexTp 4yBCTBUTENBHBIX K CHHETHOMHOM MaJOYKE MHUKPOOPTaHW3MOB HE
OTrpaHUYMBAETCS MEPEUHMCIICHHBIMU BbIIIE TAKCOHAMU. B arpoTexHuKe MOTYT OBITh
UCTIOJIB30BaHbI Pa3iIMUHbIC MTAaMMBI P. aeruginosa, moka3aBine BHICOKYIO aKTHB-
HOCTH IN VIitro (B psje ciydaeB 3QQPEKTUBHOCTh HCIIOIb30BAHUS KYJIBTYp MO/JI-
TBEPKJICHA B MOJIEBBIX YCJOBHIX) B OTHOUICHHM BO30yauTenell OaKTepuanabHOIO
paka TomatoB (Clavibacter michiganensis subsp. michiganensis), cimsucroro 6ak-
Tepro3a Kamycthl (Pectobacterium carotovorum), cepoii ramau (Botrytis cinerea),
yépHOW mapim kiyoHer kaprodens (Rhizoctonia solani), ¢urodroposza (Phyto-
phthora spp.) u apyrux 3adoneBanuii (tad. 3).
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Tabauya 3. AHTaroHKCTUYECKast aKTHBHOCTH PSeudomonas aeruginosa B OTHOIIEHUH (PUTONATOI€HHBIX MUKPOOPTaHH3MOB

Tamm VcrouHuk BhIAeneHus / reorpa- [ToaBisieMblii MUKPOOPraHU3M JlurepaTypHbIit
Pseudomonas ¢bust OakTepun TpUOBI XPOMUCTBI HCTOYHUK
aeruginosa ACKOMHIIETHI 0a3MIMOMMLETH (OOMHIICTHI)
VIH2 Pusocdepa Tomara / L3sHCYy, Ralstonia solanacearum 7
KHP
BRp3 Pusocdepa puca / xanr, [1en- Xanthomonas oxyzae pv. oryzae Fusarium verticillioides, 9
1okab, ITakucran Neocosmospora solani
NF011 Pusocdepa mueHuIpI / Alternaria alternata, Ceratobasidium cere- 11
L[3uamaHb, Xy0oit, KHP Botrytis cinerea, ale
Cladosporium cladospori-
oides,
Fusarium graminearum,
Fusarium tricinctum, Fusari-
um verticillioides,
Pestalotiopsis neglecta,
Pyricularia oryzae,
Sclerotinia sclerotiorum,
Trichoderma viride,
Ustilaginoidea virens
IHK-25 Pusocdepa puca / [xkammy u Fusarium oxysporum Rhizoctonia solani 12
Kammvup (Muaus)
FG106 Pusocdepa romara / Clavibacter michiganensis subsp. | Alternaria alternata, Botrytis | Rhizoctonia solani Phytophthora colocasiae, 13
Xopacau-Pe3asu (Mpan) michiganensis, cinerea Phytophthora infestans
Xanthomonas euvesicatoria pv. per-
forans
BTLbbc-05 Pusocdepa nepua unm / Phytophthora capsici 14
banrnagem
D4 CopeprKaluii IHHK XBOCT Burkholderia glumae, 15
TOPHOPY/IHOTO MPOM3BOCTBA / Pectobacterium carotovorum,
HOxnast Kopest Pseudomonas syringae,
Ralstonia solanacearum,
Xanthomonas oxyzae pv. oryzae
10707 Cemena puca / OUIAIITUHBL Acidovorax avenae subsp. avenae, | Sarocladium oryzae Rhizoctonia solani 16

Burkholderia glumae,
Pseudomonas asplenii
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Crnenyer OTMETUTh, YTO M3BECTHBI JAJIEKO HE BCE OCOOCHHOCTH aHTAarOHU-
CTUYECKOH akTUBHOCTHU P. aeruginosa rmo oTHOMICHUIO K APYTUM MHUKPOOPTaHH3MaM.
[lpumepom MoOryT CIyXuTh B3aumMojeicTBust P. aeruginosa m Mycobacterium
abscessus, KOTOpbIe BCTPEUAIOTCS B OJJHUX U TEX e MecTax oOuTaHus (110YBa, BO-
J1a) 1 OOHAPYKUBAIOTCS B UCCIEAYEeMOM MaTepuaje U3 JErkKuxX y OOJbHBIX MYKO-
BUCIHI030M. Vcronb3ysi M3BeCTHBIE MyTaHTHI P. aeruginosa mo rexHam, ompene-
JSIFOIIMM KOHTAKT-3aBUCHUMBIM M KOHTAKT-HE3aBHUCHUMBIN MEKOaKTepUaabHBbIA aH-
TaroHU3M, ObLJIO YCTAHOBJICHO, YTO B OMOTIEHKAX (HO HE B IJIAHKTOHHBIX KYJbTY-
pax) «paboTaroT» MEXaHU3MbI, 0JIArONPUITCTBYIOIINE AaHTATOHU3MY CUHETHOWHOM
NajJ04YKH, B TOM YHUCIE, M0 OTHOILIEHUIO K JIPYTUM HETYyOepKYJIE3HbIM MUKOOAKTE-
pusm (M. smegmatis), u He OTHOCSIIUECS K OIMMCAHHBIM BBIIIEC BapuaHTam [17].

[ToaBOS UTOT U3JI0KEHHOMY MaTepHuaily, CleqyeT OTMETUTh, YTO OAKTEpPHUH
Buja P. aeruginosa ycrnemrHo KOHKYPHUPYIOT C APYTUMH MHUKPOOpPTaHH3MaMH 3a
CUET BBICOKOW aHTarOHUCTUYECKH aKTHBHOCTHU. Pe3ynbTaThl TecTpoBaHus in Vitro
OTJEJIbHBIX IITAMMOB CUHETHONHON MaJIOUKH 3aBUCAT OT pAja (pakTOpoB: METOJa
onpeneneHus (MpsSMOM WM OTCPOUYEHHBIM aHTArOHU3M, IJIOTHAS WJIW JKUJKas MH-
TaTeabHasl Cpela), TEXHUYECKOTrO MCIOJHEHUS (METObl NEPEKPECTHBIX IITPUXOB,
JIBOMHBIX WJIM BCTPEUYHBIX KYJIBTYp, ABYXCIOMHOrO arapa, MsTHAa Ha arape, nepe-
BEPHYTOI'0 arapa H Jip.; COBMECTHOE BBIPAILIMBAHNE MUKPOOPTaHU3MOB, KYJIbTUBU-
pOBaHME WHIMKATOPHOIO IITaMMa B IPUCYTCTBHM CTEPHJIBHOI'O CYIEpHATaHTa
MPEANnoJiaraeMoro MpoayleHTa), CoCTaBa MUTATEILHOU CpeJibl, YCIOBUN KYJIbTH-
BHUpOBaHUs (TeMiiepaTtypa, pH, ocBeunienue u np.) u T.4. B 3Toil cBsA3M 1 pe3yiib-
TaTUBHOI'O MOMCKA MEPCHEKTUBHBIX M30JIATOB JAHHOTO TAKCOHA OakTepuil HEOO-
XOJUMO KOMOMHHPOBATH Pa3InYHbIE METO/IbI ONPECIICHUSI aHTarOHW3Ma U paspa-

OaThIBaTh HOBBIC MTOAXOIbI IS OIIEHKH ATOTO CBOMCTBA OAKTEPHUATIbHBIX KYIBTYP.
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