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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.
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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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JIMIMNAbI MUKPOMULETOB U CTPECC
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Puc. 1. PazHooGpa3ue rpuOHBIX JIMIIMAOB: a — MeMOpaHHBIe: Tulepodochonumuabl (3eJIeHbI U Cephlii), CTepUHbI (Kpac-
HbIi1) U chuHronumuabl (kenteiit) (Momnudwuil. 1o Ernst et al., 2016); 6 — xxupHble KUCI0THI (PopMyJibl B3SITHI ¢ https://pub-
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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.

MUKPOBMOJIOTUA TtomMm 90 Nel 2021
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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

MHWKPOBUOJIOTUS Ne 1

ToM 90 2021



JIMIMNAbI MUKPOMULETOB U CTPECC 47

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-

MUKPOBMOJIOTUA TtomMm 90 Nel 2021

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.
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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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