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B Hacrosiiiee BpeMsi yCTaHOBJIEHO, YTO TIPU BO3NEMCTBUY Ha XKUBbIE OPTAHU3MBbI PA3JIMUHBIX 9KOJIOTHYE-
CKUX (paKTOPOB (IPUPOTHBIX — AOMOTUYECKUX M OMOTUYECKHUX, a TAKXKEe aHTPOIIOTeHHBIX) TOPME3HC Mpe-
CTaBJIsIET COOOU TOCTaTOYHO pacIpoOCTpaHEeHHOeE siBJieHue. [opMe3nc oOHapyXeH y pa3HbIX TPYIIT opra-
HU3MOB U MPAKTUYECKHU Ha BCEX YPOBHSIX OPraHU3allNM KUBBIX CUCTEM OT KJIETKH 10 9KOCUCTEMBI. B TO e
BpeMs BCECTOPOHHMIT aHAJIM3 3HAYEHUsI ropMe3uca JJIs 9KOJIOTUU He IpoBoauiics. B naHHOM o630pe pac-
cMaTpUBaeTcsl COBpeMeHHas KOHIEIINS ropMe3nca, MpeacTaBlIeHHas B 3apyOeskHOM IuTepaType, a Takxke

€€ BHAUYCHUC JId pa3jIMYHBIX pa3acIOB 3KOJIOTUH.
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BBEIAEHME

Honroe BpeMs TOpMe3UC paccMaTpuBajcs Kak
penKoe M HeJOCTAaTOYHO IOHSITHOE SIBJIeHME U (pak-
TUYECKH HE YYUTBIBAJICS MPU M3YYECHUN PEaKLINA XKU-
BBIX CHCTEM Pa3HOTO YPOBHS OPraHM3alliy Ha pa3iny-
Hble ¢akTopbl cpenbl (Calabrese, 2008; Agathokleous,
Calabrese, 2020). B mociaemHue ronbl oTMeYaeTcsl 3Ha-
YUTENbHBIII UHTEpPEC K 3TOMY SIBJEHUIO 3a pybe-
KOM, ITOCKOJIbKY MHOTOYMCJIEHHBIMU HCCJIEIOBa-
HUSIMU TIPOJAEMOHCTPUPOBAHO, YTO TOPMETUYECKUE
OTBETHI SIBJISITFOTCSI JOCTATOYHO PACIIPOCTPAHEHHBIMU
(Calabrese, Blain, 2009, 2011; Agathokleous, Cal-
abrese, 2020; Shahid et al., 2020; Jalal et al., 2021). fB-
JICHUe ropMe3rca 0OHAPYKEHO Ha pa3INnYHbIX YPOBHSIX
OpraHM3alliM >KUBBIX CUCTEM OT KjeTK1 (Zhang et al.,
2017; Gopi, Rattan, 2019) u opranusma (Calabrese,
2008; Agathokleous, Calabrese, 2020) oo momyasuii
(Sial et al., 2018; Tang et al., 2019), coobmiecTB (Ag-
athokleous, Calabrese, 2020; Fan et al., 2020; Agath-
okleous et al., 2021a) u maxe skocucteM (Agathok-
leous, 2018; Erofeeva, 2023). TopMeTuyeckue OTBEThI
BO3HMKAIOT Y 3BOJIIOLIMOHHO Pa3IMYHBIX IPYIIIT Opra-
Hu3MoB (Agathokleous, Calabrese, 2020): 6axkrepuii
(Cuietal., 2018; Wang et al., 2021), rpu6oB (Di et al.,
2016; Cong et al., 2018), pacrenuii (Calabrese, Blain,
2009; Agathokleous et al., 2020a), XKMBOTHBIX, BKJIIO-
yas yeaoBeka (Calabrese, Blain, 2011; Berry, Lopez-
Martinez, 2020). Bce 310 yKa3bIiBaeT Ha TO, YTO KOH-
LIETTIMSI TOpMEe3Hrca KacaeTcsl He TOJbKO Pa3IMnYHbIX

cep TOKCUKOJIOTUU, MEIULIMHEI U OMOJIOTUH, a TAK-
K€ MHOTUX BaXXHEWINX (pyHIAMEHTAIbHBIX U TIPU-
KJIaTHBIX BOIIPOCOB B 00JIacTH 9KoJjioruu. B rmocinenHue
TOJIbI 3apyOEXKHBIMU aBTOPAMU OITyOJIMKOBAH Psi 00-
30pPHBIX CTaTEl, 3aTPAruBaKOIINUX OTIEIbHBIC SKOJIOTH-
YyecKHue acIeKThl siBJieHns1 ropMmesnca (Costantini et al.,
2010; Agathokleous, 2018; Agathokleous, Calabrese,
2020; Agathokleous et al., 2021a). OmHaKO BCECTOPOH-
HEro aHajin3a 3HaYeHUs COBPEMEHHOM KOHLEIIIUN
ropmesuca Jijisi 3KOJI0TMY He IPOBOAUIOCh. B jaHHOM
00630pe paccMOTpeHa COBpEMEHHAsI KOHILIEITIVSI TOPMe-
3uca, MPOBEICH aHAIM3 €€ 3HAYCHUST ISl Pa3TMIHBIX
pa3aeiaoB KOOIy B (PYyHAAMEHTAJILHOM M NpU-
KJIaJJHOM acCIIeKTax, a TAKXKe OLeHEHBI TTePCIEKTUBbI
WCIIOJIb30BaHUS JAHHOI KOHLETILIMU B SKOJIOTUH.

CremyeT OTMETUTD, YTO AJAaHHBIN 0030p cocpeno-
TOYEH Ha KOHILIEMNIIMMA rOpMe3uca, NPUHATOM B Ha-
CTosiIlee BpeMs 3a pyOexKoM, TaK KaK 3TO HalpaBJie-
HUE OYCHBb OBICTPO pa3BUBACTCS U OTIMYACTCS I10 PSI-
Iy MOJIOXKEHUI OT TOYKM 3pEHUSI, TPAHCIMPYEMOM B
POCCUIICKMX Hay4YHBbIX HWCTOYHMKAx. HecoMHeHHO,
OTEYECTBEHHBIE MCCIICAOBAHUS PAAUALIIOHHOTO U XM-
MUYECKOI0 TOpMe3uca MMEIOT CYILIECTBEHHOE 3Haye-
HUE IJIs1 pa3BUTHUS IPEICTABICHUI O TOPMETUYECKUX
oTBeTax opraHm3MoB. OmHaKoO 11 aHAJIM3a BCETo Ma-
Tepyaja IO TOPME3NUCY, CYIIECTBYIOIIETO B OTeue-
CTBEHHOM U 3apyOexKHOI JInTepaType, Tpedyercs (pop-
MaT MoHorpaduu. ITosToMy aHaIM3 OTE4eCTBEHHBIX
WCCJIEIOBAaHUI OCTajIcsd 3a paMKaMy JaHHOTO 0030-
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Puc. 1. /IBa B1Ia ropMeTUYECKMX KPUBBIX 103a—3(MdeKT
(mmo: Calabrese, Blain, 2009, ¢ uameHeHusimu): (a) — UH-
BeprupoBaHHasi U-oGpa3Hasi KpuBasi — CTUMYJIMPYIO-
it 3 heKT HU3KUX 103 U UHTMOUPYIOLINi 3dEKT BbI-
cokux n03; (6) — U-o6pa3Hasi KpuBasi — CHUXEHUE M0-
Bpexaatouiero 3¢ ¢exra HUBKUMU J03aMU U YBEJIUYEHUE
noBpexaatoliero addexra BbICOKUMM no3aMu. Hampu-
Mep, HU3KKME KOHLIEHTPAIIUU TSKEJIBIX METAJIJIOB CHUXKA -
FOT MTHTEHCUBHOCTD MEPEKMCHOTO OKUCIICHUS JTUTTUIOB B
KJIeTKax pacTeHUii, a BBICOKHME KOHILICHTPALUU AaHHBIX
MOJUTIOTAHTOB CTUMYJIMPYIOT 3TOT MPOILIeCC.

pa, 1IeJ1b KOTOPOTO — 3HaKOMCTBO YHTaTeNIeit ¢ KOH-
HeNreld TopMe3rca, pa3BUBacMOM 3apyOeKHBIMH
HCCIIeTOBATEISIMU.

COBPEMEHHA{A KOHUEITHWA TOPME3UCA

B Hactosiiee Bpems B 3apyOexXHOU JuUTepaType
TEPMUHOM TOpME3UC (OT Iped. OPUECLE — ObICTpoe
JIBIDKEHUE, CTpeMJIeHHe) 0003HavyaroT ABYyX(a3HBIN
aJanTaluOHHbBIN OTBET XKMUBOI CUCTEMbI HA CTPECCO-
BBII (pakTOp (MM (haKTOPHI) Cpedbl, IIPU KOTOPOM
HU3KHE T03bI (pakKTopa 0Ka3bIBAIOT CTUMYJIMPYIOIICE
BO3JICMICTBIUE, a BHICOKME T03bl (paKTOpa BBHIZBIBAIOT
uHruompyroomuit addext (Calabrese, 2008; Agathok-
leous, Calabrese, 2020).

Crenyer OTMETUTb, UTO TIPU XPOHUUYECKOM BO3-
JIeicTBUM JAHHOM 103bl/KOHIIEHTpAIUU CTpeccopa
ropMeTuyeckasi CTUMYJISILIAS BOZHUKAET Ha Havyaslb-
HBIX 3Tanax ero BozaecTus. [1py mMTe1bHOM BO3-
NIEACTBMM MOXET HaboaaTbesl BTopas (paza ropme-
3uca — MHruouposanue. Hanmpumep, 1mokaszaHo, 4To
XpPOHWYECKOE BO3MEiiCTBE HU3KUX 103 Pa3TUYHBIX
MoJUTIOTaHTOB (XpoM, Kanmuit, JJIT) Ha pacTeHus
(Jia et al., 2013; Mitton et al., 2014) cHayayia BbI3BIBAET
CTUMYJIMPYIOLINI TopMeTHYecKuii 3(pdeKT B oTHOIIIE-
HUU TIEPEKHMCHOTO roMeocTasa pacTeHUi (aHTUOKCU-
JIAaHTHOE NIefiCTBME MOJITIOTAHTOB), a MIPU MPOMOJIKU-
TEJIbHOM BO3IEUCTBUU TMEPEXOAUT B UHTUOMPYIOLIUIA
3 dekT (IpOoOKCUTaHTHOE ACHICTBIE ITOJIJIIOTAHTOB).
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Takum oOpa3oM, B OTJIIMYKE OT KJIACCUYECKUX 3a-
BUCHUMOCTeN n1o3a—3(ddeKT (IOPOTrOBBEIX U HEIIOPO-
TOBBIX), UCITOJIB3YEMbBIX B TOKCUKOJIOTUU, SKOTOKCH -
KOJIOTMH, PAAO3KOJIOIM, TOpMETUYECKas KpUBasi A0~
3a—3¢{HeKT He MOHOTOHHA, TO €CTh UMEET SKCTPEMYM,
IMOCKOJIbKY HAIIpaBJIeHWE OTBETa XXWBOM CUCTEMBI
OTJIMYAeTCsS B OMAalla30HE HU3KUX M BBICOKMX 103
¢akrtopa (Calabrese, 2008).

Brigensor nBa BuIa ropMETUYECKUX KPUBEIX
(puc. 1) (Calabrese, 2008; Calabrese, Blain, 2009):

1) NMuBeptupoBanHast U-oOpa3Has KpuBas (in-
verted U-shaped curve) uim nHBepTUpoBaHHas J-00-
pas3Has KpuBas (inverted J-shaped curve), BcTpeyaro-
IIasicsk HanOboJIee YacTo U IIPEACTaBIISIONIAs CTUMYJISI-
M0 HU3KWMU O03aMU (pakTopa M MHTMOMPOBAHNE
BBICOKMMU J103aMHU (puc. 1a).

2) U-o6paznas kpusas (U-shaped curve) nm J-06-
pa3Hast KpuBast (J-shaped curve), mpencrabisioiiast
CHIWXXeHUe noBpexnawniero achdexkra B 06JacTu HU3-
KHUX J03 ¥ €ro yBeJMYeHUe MPU BEICOKMX O03aX (PaK-
Topa (puc. 10).

B mpenemax ropmeTmyeckoil KpMBOM BBIOEIISIIOT
YHUBepCaJIbHbIe KOJIMYECTBEHHbIE XapaKTEPUCTUKMU,
CBOICTBEHHBIE TOPMETUYSCKIM OTBETaM JII0OOBIX Op-
ranu3MoB (Calabrese, 2008; Agathokleous, Calabrese,
2020) (puc. 2). IopmeTnueckast 30Ha KpUBOI TIpe.-
CTaBJIsIeT co0O0I MMaIia3oH 103 pakropa, 00Jagaronx
cTUMyUpyiomuM  3(h@GeKToM OTHOCUTEIbHO KOH-
TPOJILHOTO YpOBHS (YCJIOBHOIA HOpMBI). DTa 30HA Xa-
paKTepu3yeTcsl MaKCHUMAJIbHBIM CTUMYJIMPYIOIINM
sadppexkrom MAX (BbIpaxkaercss B % OT KOHTPOJS U
yaie Bcero cocrasisieT 130—160%, nnorna no 200%) u
IIVMPUHON OUAaIa30Ha CTUMYIMPYIOIINX 103 (OOBIYHO
He OoJiee IBYX HMOPSIIKOB, HO B 2% ciy4yaeB IIpEBbI-
11aeT Tpu nopsiaka). Kpome Toro, BeIACISIIOT MaKCH -
MaJIbHYIO 03y, HE BBI3HIBAIOIIYIO ITOBPEXIAIOIIETO
(uarudupyroiero) a¢pdexra NOAEL (no-observed ad-
verse effect level) (Calabrese, 2008; Calabrese, Blain,
2009; Agathokleous, Calabrese, 2020).

IMonararoT, 4TO OMOJOTMYECKUIT CMBIC]T CTUMYJIU-
pyroiero 3gdekTa HU3KUX 103 cTpecc-hakTopa B Top-
METUUYECKOI 30HE — BTO CBEPXKOMIIEHCAIIMS TTapa-
METPOB XKMBOI CUCTEMBbI, KOTOpasi HeoOXoarma JJist
MOBBIIIEHUS YCTOMYMBOCTH K BO3MOXKHOMY MOCTE-
IYIOIIEMY BO3IEHCTBUIO CUIILHOTO CTpecc-(daKTopa
(dakTopoB) (Calabrese, 2008; Agathokleous, Calabrese,
2020). Ilpu cBepxKOMIIEHCAIIMM XWBas CHUCTeMa HeE
TOJIbKO KOMITEHCUPYET HapyIleHMS, BbI3BaHHbIE HU3-
KOJIO30BBIM CTPECCOPOM, HO M MOBBIIIAET 3(PPeKTUB-
HOCTh (DYHKIIMOHUPOBAHUS M aKTUBHOCTD 3aIlIUTHBIX
cucreM. Hammpumep, y pacteHMit repOULIMABI B HU3KHUX
KOHIIEHTPALMSIX CTUMYJIUPYIOT POCT, (POTOCUHTES,
aKTUBHOCTb aHTUOKCHIAHTHOM 3ammThl (Jalal et al.,
2021; Costa et al., 2023) 1 maxxe ypoxxaitHoCTbh (Pince-
1li-Souza et al., 2020).

ITokazaHo, YTO HU3KUE AO3bI PA3JIMYHBIX CTPEC-
COBBIX (haKTOPOB (IIPUPOTHBIX — AOMOTUYECKUX U OMO-
THUYECKUX, a TAKKe aHTPOITIOT€HHBIX), BBHI3BIBAIOIINX
TOoM 143
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COBPEMEHHAA KOHUEIILIMA TOPME3UCA

TOPMETUYECKYI0 CBEPXKOMIIECHCAIIMIO IMOBBIIIAIOT
YCTOMYMBOCTb K CUJIBHBIM CTpeccopaM. DTO SIBJICHUE
OBUIO Ha3BaHO ITPEKOHIMLIMOHMpOBaHUEeM (precondi-
tioning — moAroToBKa, IpenoopadboTKa), B KAYECTBE CH-
HOHMMa KOTOPOTO TaKXKe UCIOIb3YyeTCsl TEPMUH Mpaii-
MUHT (priming — TpyHTOBKA, B CMBICJIE TIPEABApU-
TeJIbHOM 06paboTkun) (Martinez-Medina et al., 2016;
Calabrese, 2016a; Agathokleous et al., 2020a). Ilyrem
MPEKOHANIIMOHUPOBAHYS TOPME3UC MOXET ITOBLIIIATh
PE3UCTEHTHOCTH K BHICOKMM J103aM CTPECCOBOTro (hak-
TOpa, HU3KUE J103bl KOTOPOTO BHI3bIBAIOT TOPMETUYC-
CKYIO CTUMYJISILIMIO, WIM JaXe K IPYIMM CUJIbHBIM
crpeccopaM. B mocinenHeM cirydae HabmogaeTcs 3@ -
¢deKT, Ha3pIBaeMbIl Kpocc-aJanTaleil Win Kpocc-
TojiepaHTHocThio (Walter et al., 2013; Foyer et al.,
2016), TO ecTh MOBBIIIEHNE YCTOMYUBOCTU OPTraHU3-
Ma K CUJIbBHOMY CTPECCOPY B pe3yJIbTaTe MpeaiiecTBYO-
IIIETO BO3IEICTBUSI YMEPEHHOIO CTpeccopa UHOI IIpy-
ponsl. ITpumepom addexra Kpocc-amanTaliui MOKET
CIIy>KUTb BO3IelicTBUe Ha MyX Drosophila melanogaster
MEPTBBIX CIHOpP 3HTOMOIIATOreHHOro rpubda Metar-
hizium robertsii, crumynupyoniee nx GepTUIILHOCTD,
YBEJIUYMBAIOIIEe MPOJOKUTEIbHOCTh XKU3HU, I10-
BBILIIAIONIEE YCTOMUYMBOCTh K BHICOKMM TeMIIEpaTy-
pam (McClure et al., 2014).

Takum 06pa3oM, 3a CUeT rOPMETUUYECKOTO IIpe-
KOHIMIIMOHUPOBAHUS XUBasi CUCTeMa IPOTHO3UPYET
M3MEHEHMSI Cpellbl M1 MOXKET 3HAYUTEJIbHO ITOBBICUTH
3 HEKTUBHOCTD MOAAEPXKAHUS TOMEOCTa3a B HECTa-
ounpHOM cpene (Calabrese, 2008; Agathokleous, Cal-
abrese, 2020).

Kpome Toro, oOHapyxXeHO SIBJICHUE MOCTKOHIM-
nuoHupoBaHus (postconditioning — 1mocTodpaboT-
Ka), BOZHMKAIOIIIee IIPY BO3ICICTBUY HU3KMX TOpPMeE-
TUYECKUX (CTUMYJIMPYIOIINX) 103 (pakTOpa Ha KUBYIO
CHCTEMY IIOCJIe CWJILHOIO CTpeccopa. B ciydae moct-
KOHIMLIMOHUPOBAHMSI TOPMETUYECKIE TO3bI TTOBBIIIA-
10T 2¢(pHEKTUBHOCTh BOCCTAHOBJICHUSI OpraHu3Ma Win
KJIETOK, ITOABEPrHYTHIX MOBpeEXAaIoIeMy BO3aeii-
CTBHIO CHIIBHOTO cTpecc-dakropa (Wiegant et al., 2011;
Calabrese, 2016a). I1pu 3T70M 10361 (haKTOpa, HAUOOJIEE
3 eKTUBHO BHI3BIBAIOIIME IIPEKOHINIIMOHNPOBAaHNE,
00JTamaroT Takke HamboJsee BBIpakeHHBIM 3P (dEKTOM
rocTkoHauronuposanus (Calabrese, 2016b).

B mpenenax ropMeTu4ecKoil 30HBI MOXET Ha-
OJ1r0naThCs SIBJIeHHE TOPMETUYECKOTO KOMITPOMUC-
ca (hormetic trade-off), korma ropMeTnyeckasr CBEpX-
KOMITEHCAIIUS OTMEYaeTCs TOJBKO JJISI HEKOTOPBIX
rmokazatejieii XHUBOW CUCTEMBI, YTO OOYCJIOBJIEHO
OTPaHMYEHHOCTBIO pecypcoB cucTteMbl (Agathok-
leous, Calabrese, 2020). BepositTHO, B mepByl0 ode-
pelb CBEPXKOMIIEHCUPYIOTCS TTapaMeTphl, HauboJiee
aKTyaJIbHBIE IIJISI TIPOTHO3UPYEMOM BCTPEUYN C CUJIb-
HBIM cTpeccopoM (cTpeccopamm) (Agathokleous, Ca-
labrese, 2020).

MoneKynsIpHbIIA MeXaHM3M ropMe3uca A0 CUX Iop
octaeTcsl HesiCHbIM. CyIEeCTBYIOT MHOIOYMCJIEHHbIE
TUIIOTE3bI, KOTOPHIC OIMUCHIBAIOT MOJIEKYJISIPHBIE TIPO-
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Puc. 2. KonnyecTBeHHbIE XapaKTePUCTUKN TOPMETHYE-
ckoii kpuBoit noza—3ddext. NOAEL (no-observed ad-
verse effect level) — MakcuMasibHast 103a, He OKa3bIBalOLLAsT
nospexarolero (MHruoupymwoiero) agdexkra. [opmetu-
yecKast 30Ha — IMAara3oH 103, BbI3bIBAIOIINX CTUMYJIMPYIO-
muit 3 GHEKT OTHOCUTETBbHO KOHTPOJIBHOTO YPOBHS. DTa
30Ha XapaKTEePU3YeTcsl IIUPUHON CTUMYJIMPYIOLIETO nua-
na3oHa U MaKCUMaJIbHBIM CTUMYJIUPYIOIIUM 3 dekToM
(MAX) (mmo: Agathokleous, Calabrese, 2020, ¢ u3aMmeHeHU -
SIMU ).

LIeCChI HAa YPOBHE KJIETKU U OpraHu3Ma, IPUBOASIIEC
K ropmesucy (Calabrese, 2013). B yactHocTH, TIpen-
roJiaraeTcs, YTO areHT B CTUMYJUPYIOIIUX U UHTU-
OUPYIOIINX J03aX BO3JAEMCTBYET HA pa3jiWyHbIC TU-
ITbI/TIOATUIBI PELIENITOPOB KJIETKU WX pa3Hble KJle-
TOYHBbIE CUTHaJIbHbIE TIyTUM, YTO MHIYLUUPYET
HEMOHOTOHHBIU NBYX(da3HbIif MaTTepH 3aBUCUMOCTU
no3a—ad ekt (Calabrese, 2013).

CuuTaetcs, 4YTO HE CYIIECTBYET EMUHOTO MOJIEKY-
JIIPHOTO MeXaHW3Ma TopMe3nca (HallpuMep, peliern-
TOpa WM KJIETOYHOTO CHUTHAJILHOTO ITyTH) Jaxe y
cyomonynsuuii omHoro Buma. [opmernyeckast CTu-
MYJISIIIAS. MOXKET TOCTUTAThCS 3a CYET pPa3TMIHBIX
KJIETOYHBIX IMIPOIIECCOB B 3aBUCMMOCTH OT BHIa OpTa-
HU3MOB, TEHOTHUIIA, MHAYLIMpYIollero areHTa (Agath-
okleous et al., 2020a). IIpu 3TOM Ha YpOBHE OpraHMU3-
Ma TIPOUCXOIMT YMEpeHHasT aKTUBAILWS 3aIlUTHBIX
cucteM (CTpeccoBble TOPMOHBI, AaHTUOKCHUIAHTHAsI
3amuTa, crpeccoBble 0enku u 1.4.) (Calabrese, 2013).

ITockonbKy noaaepaHue ToMeocTa3a Ha ypoOBHeE
KJIETKU, OPTaHU3Ma, TIOMYJISLIU, SKOCUCTEMBI IIPO-
HUCXOOUT MyTeM KaueCTBEHHO Pa3IMYHbIX PETYISITOP-
HbIx MexaHu3MoB (IlumoB, 2019), To MexaHU3MBI
TOPMETUYECKON CTUMYJISIHUM TakKXe MMEIOT Kade-
CTBEHHbBIE OCOOCHHOCTH Ha 3TUX YPOBHsX. TeM He Me-
Hee, 3TO eIMHAas CUCTeMa, TO3TOMY FOpMe3K1C Ha YPOB-
He OpraHu3Ma y 3HAaYUTEILHOTO KOJIUYeCTBa 0cobeil
B TTOMYJISILIMUSIX MOXET BJIMSITH Ha IOMYJISILIAOHHEIE
XapakTepucTuku. MI3MEeHEeHUEe COCTOSTHUSI MOITYJIsi-
LIMU B CBOIO O4Yepedb BIUSIET Ha (YHKIUY BUOA B CO-
o0111ecTBe, najee — Ha pPoJib COO0IIEeCTBa B oOecmeue-
HUM TIOTOKA SHEPIUU U KPYroBOpOTa BEIIECTB 3KO-
CUCTEMOI, TO €CTh MMEET 3HAUEeHHE JJIsI TOMeOoCcTa3a
U, COOTBETCTBEHHO, YCTOMYMBOCTU IKOCHUCTeM. Ta-
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KNM 00pa3oM, TOpMe3UC Ha 6ojiee HU3KUX YPOBHSIX,
HaJo IoJiaraTh, SIBJASETCS OCHOBOI TOPMETUYECKOTO
OTBeTa Ha 0o0Jjiee BBICOKHMX YPOBHSIX OpraHu3aluu
KUBBIX CUCTEM.

IT'OPME3NC HA YPOBHE OPTAHN3MA

Kak n3BecTHO, 3(h(eKThl pa3TNnUYHbIX IKOJOTUYE-
CcKux (paKTOpOB Ha YpPOBHE OpTaHU3Ma paccMaTpuBa-
eT dakTopuasibHas 3KOJOrMs Wi ayTakojorus. B
HaCTOsIIIee BPEMSI TOPMETUYECKME OTBEThI HAa pa3HO-
o0pa3Hble 2KOJIOTMYECKUE CTpeccopbl Haubosee
MU3y4yeHbl HA OPraHU3MEHHOM YPOBHE XXUBBIX CUCTEM.

SIBeHne ropMmesnca OOHApPYXEHO Y Pa3IMYHBIX
TPYIIT OPTaHU3MOB (pacTeHUIA: BBICIIMX PACTCHUN 1
BOJIOPOCJIEii; )KMBOTHBIX: TO3BOHOYHBIX U 6E€CITO3BO-
HOYHBIX XKMBOTHBIX, 0aKTEpUii, apXeil, TpuOOB, IIPO-
creiimmx) (tadsu. 1). [Tpy 3ToM y MHOTHX IpYyIII TOpMe-
3UC MOKa3aH JJisi abMOTUYECKUX, OMOTUYECKUX U pa3-
HOOOpAa3HBIX aHTPOIIOTeHHBIX (pakTOopoB. B Taodm. 1
MpeACTaBJIEHBI TOJIBKO HEKOTOPhIE TPUMEPHI (haKTo-
pPOB U IPYII OPTraHU3MOB, JEMOHCTPUPYIOLIUX TOp-
ME3UC, TTOJIy9YeHHEIE IIPU aHAJIN3e INTepaTyphl 3a IO~
ciiemHue roabl. @akTUYECKU J0KA3aTeIbCTBA TOPME3H-
ca y pa3HBbIX OpPraHM3MOB HAMHOTO OOIIMpHEe, YTO
MIPOaHAJIM3UPOBAHO CTAaTUCTUYECKH B PsILIe 0030PHBIX
crateit (Calabrese, Baldwin, 1999; Calabrese, Blain,
2005, 2009, 2011).

T'opMesuc oGHapykeH U TIpyU KOMOMHUPOBAHHOM
BO3IEMCTBUU HECKOJBKUX (pakTOpoB cpednl. Tak, Ha-
IpuMep, TTOKa3aHbl TOPMETHYECKIE OTBETHI Y BOTHO-
ro pacrenust Myriophyllum aquaticum Tipu BoO3Ieii-
CTBUM aHTUOMOTUKOB U TSDKEIBIX METAJUIOB OMHOBPE-
meHHO (Guo et al., 2020), y Ha3eMHBIX paCTCHUI — IIPU
00paboTKe OMHAapHBIMU cMecsiMU repouiinaoB (Belz,
Piepho, 2017), y ¢duTonaTtoreHHbIX IpubOB — TIpU
BO3ACHCTBUM OMHAPHBIX cMeceit pyHruumaoB (Zhang
et al., 2019). OnHako 3aKOHOMEPHOCTU rOpMeTUYe-
CKUX OTBETOB MpPU COBMECTHOM BO3IEMCTBUM pa3-
JIMYHBIX (DAKTOPOB Cpelbl (OMOTUYECKMX, AaOMOTHYE-
CKMX, aHTPOTIOTE€HHBIX) 10 CUX TTOP OCTAIOTCS Majio
U3YYEHHBIMU, XOTSI UMEHHO 3TOT TUIT BO3JAEHCTBUS
Yalie BCero HadIoIaeTCs B peaJIbHbIX YCIIOBUAIX (Ag-
athokleous et al., 2020a).

Bo3MoxxHO, ropMe3uc MOXeT ObITh ONHUM U3 Me-
XaHU3MOB, JIeXalllUX B OCHOBE 3aKOHA COBOKYITHOIO
neiictBusi (pakTopoB (3akoH MuTtuepiauxa—bayne),
YTBEPXKAAIOIIEro, YTO BeJIMUMHA YPOXKash 3aBUCUT He
TOJILKO OT KaKOTO-HUOY/Ib OAHOTO (MyCTh JaXe JTMMU-
TUpYIOIIEro) (akTopa, HO U OT BCEli COBOKYIHOCTU
JIercTByolnX (akropoB omHoBpeMeHHO (Harmsen,
2000). Cnaosble cTpecc-(haKTOphl MOTYT BBI3BIBAaTh TOp-
Me3HC, KOTOPbIi Yyepe3 adeKThl MPEeKOHIUIIMOHUPO-
BaHUS U TTIOCTKOHAMIIMOHMPOBAHUS BJIUSET HAa YCTOM-
YUBOCTb OPIraHW3MOB K CUJIbHBIM CTPECCOBBIM BO3/1€Ti-
ctBUsiM. Hanmpumep, HU3Kue KOHUEHTpalUY HUKEJIS
BBI3bIBAIOT TOPMETUUYECKYIO CTUMYJISILIAIO POCTa KOP-
HeBoOM cucteMbl y Arabidopsis thaliana (L.) Heynh. u
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TTOBBIIIAIOT YCTOMYMBOCTD K 3aCOIEHUIO (3 MEKT Tpe-
KOHAWLIMOHUPOBAHMUST), BHI3BBAHHOMY BBHICOKMMU KOH-
neHTpaumsMm xinopuna Hatpust (Rahavi et al., 2011).
AHanornuHo, y ssumeHs1 Hordeum vulgare L. Hu3Kue
JI03bl 030HA U YMEPEHHBI 1e(ULIAT BOAbI IMOBHIIIA-
IOT YCTOMYUBOCTH K BHICOKMM KOHIICHTPALIUSIM Me€-
an. Kpome Toro, yMepeHHast 3acyXa TakxKe ITOJIOKM -
TEJIbHO BJMSIET HA PE3UCTEHTHOCTh SIYMEHSI K Kaj-
muio (Kaciené et al., 2017).

KpaeyrojibHbIM KaMHeM (haKTOpUAJILHON KO0~
ruu seisiercst Kpusast Lllendopna (puc. 3), KoTopasi
rpacduyecku ONUChIBAaET 3aKOH TojiepaHTHocTu Ilen-
dopna. I[TokazaHo, YTO ecjiM UCMOJIH30BaTh KJIACCU-
¢duKalro 30H KPUBOIi: 30Ha ONTUMYyMa U JBE 30HbI
ctpecca (Shelford, 1913), mpumeHsieMyI0O 1 B HACTOSI-
mee BpeMs 3a pyoexkom (Helaouét, Beaugrand, 2009;
Hatfield, Prueger, 2015), To ropMe3uc BO3HMKAET B
30He cTpecca. [1pu yMepeHHOM OTKJIOHEHUU DKOJIO-
ruyeckoro ¢pakTopa oT ONTUMyMa HabJIroaaeTCs Top-
MeTHUUYecKasi CTUMYJISILIUS, a TIPU 3HAUYUTEIbHOM OT-
KJIOHEHUH OT OIITUMyMa — MHTuOoupoBaHue (puc. 3)
(Erofeeva, 2021). Takxxe MpoaeMOHCTPUPOBAHO, YTO
ropmesuc yepe3 3¢hGheKT MPEeKOHIAUIIMOHUPOBAHMS
MOXET BJUSTH HA TPAHU1IbI TOJIEPAHTHOCTH K TAaHHO-
MY BKOJIOTMYEeCKOMY (DaKTOpy U Jaxke K APYTUM 3KOJIO-
TMYeCKUM (pakTopaMm 3a CYET TOPMETUYECKOUM Kpocc-
ajanTaluu, nejas 3TM TpaHulibl 6ojiee JaOUIbHBIMU,
YTO O0COOEHHO BaXXKHO ISl JIMMUTUPYIOIINX (haKToO-
poB apeana (Erofeeva, 2021). Topme3uc Kak IposiB-
JIeHre OMOJIOTMYEeCKOM IUIAaCTUYHOCTU (CIIOCOOHO-
CTHM T€HOTHUIIA MPOAYLIMPOBATh pa3INUHbIe (DEHOTH-
OBl OpH agantauum K cpeme) (Agathokleous et al.,
2019d) Taxcke moaBep>KeH IMPOIIECCY SBOJIIOLINMI, TO €CTh
CIOCOOHOCTh K TOPMETUYECKOM CBEpXKOMITCHCALIMU
napamMeTpoB OTJInYaeTcsl y pa3Hbix BUnIoB. [Ipeanona-
raercs, 4to Haubosiee BBICOKOH CITOCOOHOCTBIO K
ropMe3ncy o061a1aloT 3BpUOMOHTHBIE BUIIbI, UMEIO-
11[1e [IIMPOKUI T1Mana3oH TOJAePaHTHOCTU KO MHOTUM
¢axkropam cpenbl (Erofeeva, 2021). Takum obGpazom,
BKJTIOUEHME KOHLICTIIM TOpMe3nca B aHaJIM3 3aKOHO-
MEpPHOCTe# BO3AECTBUS 9KOJOTUYECKUX (DAaKTOPOB Ha
JKMBBIE CUCTEMBI MMeeT OOJIbIlIoe 3HAaUeHUe JJIs1 pas-
BUTHUS (DAKTOPHUATIBHOM 3KOJIOTMM B paMKax COBpe-
MEHHBIX TpeNcTaBIeHUl 00 agalTUBHBIX PEeaKLIUsIX
JKUBBIX CUCTEM.

TOPME3UC HA YPOBHE MONVJIALIUN

Cratuueckue (YMCII€HHOCTD, IJIOTHOCTD U 1IP.) U
JIVUHaMMUYECcKUe ToKasaTeau (PoKaaeMoCTh, CMepPT-
HOCTb M Jp.) COCTOSIHUSI MOMYJISILIMI TakKe MOTYT
UMETb IByX(a3Hble ropMeTruieckue usmeHenusi. CTu-
Myaupymolie 3¢pGeKTbl HU3KOA030BbIX CTPECCOPOB
B OTHOIICHUY WHAMWKATOPOB COCTOSIHUS MOIMYISIMIA
YKa3bIBalOT Ha MPOSIBJIEHWE ropMe3uca Ha TOomyJs-
IIMOHHOM YPOBHE, OCHOBOI KOTOPOI'0, HECOMHEHHO,
SIBJISIETCSI TOpMeTUYecKasi CTUMYJISLIMS Ha YPOBHE
OopraHusma, To ecTb ocobeit monyasaunu. Hampumep,
HU3KMEe KoHLeHTpaluu octatouHoro Al(II1) ysenu-
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Ta6mma 1. TTpuMepsl 9KOJIOTMYECKUX (PaKTOPOB, BHI3BIBAIOIINX TOPME3UC Y PA3HBIX TPYITIT OPTaHU3MOB

Dkojornyeckue hakTophl

Tpynmsr
MPUPOITHBIE WcTounuku
OpPraHu3MOB
abuoTnueckue ouoTuyeckue AHTPOTIOTeHHbIE
Tskenble MeTaJUTBI, Kudryasheva, Rozhko, 2015;
pH cpensr, TeprieHst UOHU3UPYIOLIast Martinez, 2017;
bakrepuun, apxeu .
TeMIiepaTypa pacTeHuit panualsi, aHTuouno- Xu et al., 2020;

TUKHA

Schirrmacher, 2021

[Tpocteiimme
(uHby30pUn)

HNoHusupyloluiee u
HEUOHU3UpYIOIee
U3JIy4YeHUe,
HaHOYACTULIbI MEIU

Mortimer et al., 2010;
Obodovskiy, 2019

I'pub®I (mpoxcKm,

Calabrese, Baldwin, 1999;
Zied et al., 2017;

0a3UIMOMUIIETHI, . _ DyHruuuas, Morkunas et al., 2018;
duTOonaToreHHbIC TSIKEJIbIE METAJLTBI Zhang et al., 2019;
TpuOBI) Cong et al., 2018;
Agathokleous, Calabrese, 2021
HMonuzupyroniee u
HEMOHM3UPYIOIIIee Calabrese, Blain, 2009;
u3IydeHue, Tsokeable 1 | Xu et al., 2012;
Makpo- u MUKpPO- penKo3eMesIbHbIe Erofeeva, 2013, 2018, 2021, 2022;
2JIEMEHTHI, TeMIIE- MeTaJlJibl, HaHo4acTUlbl | Motai et al., 2017;
DIUCUTOPHI,
Pacrenus paTypa IOYBbI U - TSDKEJIbIX METAJLIIOB, Chen et al., 2018;
(BBICIIHE pacTe- BO31yXa, BIaX- UMIYECKITe AHTUOMOTUKM, Agathokleous et al., 2018, 2019a,
HUSI, BOIOPOC/IN) | HOCTb ITIOYBBI, MECTULIMIBI, 2019b, 2019c¢, 2020a, 2020b,
BellleCTBa
UHTEHCUBHOCTb YIJIeBOIOPOIHI, 2021b;
CBETAa U ero CIeKTp dopmManbIerna, Shahid et al., 2020;
TUIACTUKU U Jalal et al., 2021;
MUKpPOIUTACTUKH, Calabrese, Agathokleous, 2021
MPU3EMHBII 0O30H
Roberts et al., 2007;
u Diaz et al., 2008;
SKUBOTHDLE OHUBUpYIollee 1 iaz » 2008;
HEVMOHU3UPYIOIIee Calabrese, Blain, 2009;
(KpyTJIbIE Y KOJIb- W30bITOuHas
qATbIC YeDBIL UTOTHOCTE N3JIyYeHUe, Drobne et al., 2009;
pBH, Tunokcus, TeCTULINIHI, Hashmi et al., 2015;
pakooOpa3HbIe, MOITYJISILINHU,
TeMImeparypa, WHCEKTULINIBI, Moore et al., 2015;
MOJLTIOCKH, neuIuT .
00e3BOXMBaHUE, TSIKEJIbIe MeTaJIJIbl, Nielsen, Roslev, 2018;
HAaceKOMbIE, PBIOHI, MUILEBBIX PECYPCOB
TpaBUTALIMSI dapMmnpenaparsl, Cao et al., 2019;
amduonun, (yMepeHHOE ToJIO-
nonuxjiopupoBaHHble | Deng et al., 2019;
PENTWINU, TITULIBI, naHue) .
VUTeKOmMTaIoNmHE) OoundeHMIHI, Vaiserman et al., 2021;
m HaHOYACTUIIBI Berry, Lopez-Martinez, 2020;

Schirrmacher, 2021

YMBAIOT 3a cUYeT 3¢ eKTa ropMe3rca poCT YMCICHHO-
cTu 6akTepuii B 3.7 pa3a, OTHOCUTEIBHO KOHTPOJIS B
0akTepuaJIbHOM IUIEHKE BOTOOYMCTHBIX COOpPYKE-
Huii, a BeIcokue koHueHTpauuu Al(IIT) cHmkaiot aToT
noka3zatenb (Cui et al., 2018). Benbiiky 4ncaeHHOCTU
BpeaUTEJIC CEJIbCKOXO3SIMCTBEHHBIX KYJBTYp (Hace-
KOMBIX, KJIellleil), BEI3BAaHHBIC HU3KMMU TO03aMU T1e-
CTULIUIOB, 00ycioBIeHbI TopMesnucoM (Morse, 1998;
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Tang et al., 2019). Hanpumep, y Tiu Myzus persicae
Sulzer UHCEKTULIMIBI HEOHUKOTUHOWIbI BHI3HIBAIOT B
HU3KMX 103aX yIIydllleHUe AeMoTpadruuecKuX MoKa-
3aTesieil MonyJIsINMU, a TaK>Ke MOBBILIAIOT IJIOA0BM-
TOCTb, YTO COIPOBOXAAETCS YBEJIMUCHUEM SKCIIPECCUU
TeHOB JIeTOKCUKaIu nHcekTuuuaoB (Sial et al., 2018).
IMupeTponAHBIT MHCEKTULML, AeTETAMETPUH BhI3bIBA-
€T y KYKYpy3HOro noJiroHocuka Sitophilus zeamais,
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Puc. 3. PacnioioxeHue ropMesnca (Iuana3oH 103, BbI3bI-
BalOIIMX TOPMETUYECKYIO CTUMYJISILIMIO) Ha KpPUBOM
Hlendopna (mo: Erofeeva, 2021, ¢ usMeHEeHUSIMU).

Motschulsky aByxasHble 3aBUCUMOCTH 103a—3(hHEKT
IUTSL YUCTOTO KO3 (UITMEHTA BOCIIPOM3BOICTBA TTOITY-
JIIITUA, BHYTPEHHEH CKOPOCTH MOy ISILIMOHHOTO POCTa
U TIPOTHO3UPYEMOM YMCIAEHHOCTH TIOMyJIsIIuu. Takum
00pa3oM, HU3KKE KOHLIEHTPallM1 UHCEKTULIMAA TTOBbI-
IIAIOT BOCTIPOU3BOICTBO TMOIMYJISIIIMM OTHOCUTETEHO
KOHTpoJibHOro ypoBHsI (Guedes et al., 2010).

Crenyet OTMETUTb, UTO Pa3HbIe CyOIOMYJISILIMOH -
HBIE TPYIITEI MOTYT TIPOSIBIISITH Pa3HYIO CITOCOOHOCTD K
ropmesucy. Tak, npoaemoHcTpupoBaHo (Belz et al.,
2018), yTo OBICTpOpacTyllie U MEIICHHOPACTYIINE
pacteHus canata Lactuca sativa iMeJIn pa3HyIo CIoco6-
HOCTb K TOPME3UCY TIPY BO3IECMCTBUM ILIECTH TePpOUTIN-
noB. [opMeTnueckasi CTUMYJISILIVSI POCTa HU3KUMM J10-
3aMU TepOUIINIOB OTMEYAIach TOJIBKO Y OBICTpOPacTy-
IIUX CYOTIONMyJISAIUIA, HO HE y MEIJIEHHOPACTYIINX.
IToaToMYy B 11€710M B MOMYJISIIUU TOPMETUUYECKU I 3D -
¢eKT He BhISIBIISIICS. TakuM 00pa3oM, TopMe3uc BO3-
HUKAaeT He TOJIbKO Ha YPOBHE OpTaHM3Ma, HO U Ha MO-
MyJISIHMOHHO-BUI0BOM YPOBHE.

IMonaratoT, 4TO ropMe3UC MOXKET BIUSITh HA DBO-
JIIOLIVIO TIONYJISINUIT Yepe3 YCUIIEHUE KOHKYPEHTO-
CITOCOOHOCTHU, YCTOMYNBOCTU K CTPECCOBBIM (paKTO-
pam cpenbl Y ocobeit M, COOTBETCTBEHHO, BOCIIPOU3-
BOACTBA MMHU ITOTOMCTBA. BeTMumnHa CTUMYIMPYIOLLIETO
a(ddekTa ropMesnca y UyBCTBUTSIBHBIX K BO3ICH-
CTBUIO HU3KUX J103 CTpecc-(haKTOPOB U YCTOMUYUBBIX
TEHOTHUIIOB MOXET OTINYAThCSI HA HECKOJILKO MOPSII-
KOB, YTO 3HAYUTEJIbHO BIUSIET Ha 3(P(PEKTUBHOCTD UX
pa3MHOXEHMUsI, CO3aeT NaBjeHue oTbopa 1 DBOJIO-
LMOHHBIE NMaTTepHbl B nonysnusax (Schreck, 2010;
Belz, 2018; Agathokleous, Calabrese, 2020).

Takum oOpa3oM, SIBJIEHHE TOpME3uca UMEET Cy-
IIECTBEHHOE 3HAYCHME JJIsi TCHETUYECKOM CTPYKTY-
pBI ¥ TIPUCIIOCOOJIEHHOCTHY ITOMYJISIIUI 1, BO3MOX-
HO, SIBJISIETCSI OMHUM 13 MEXaHU3MOB KaK 3BOJIIOIINH,
TaK U TMOAEPKAHUS TOMEOCTa3a B MOMYJISIIUSIX, I10-
BBIIIIAsI KX YCTOMYUBOCTD K CTpecc-(aKTopaM Cpedbl.
M3yyeHue ropmesuca B paMKax IMOMYJISIIMOHHON KO-
JIOTUM TIO3BOJISIET CYIIECTBEHHO IPOIBMHYTHCS B I10-
HYMaHUM 3aKOHOMEPHOCTEil B3aMMOACHCTBUS MOIY-
JISILIMI CO Cpeaoi.
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EPO®EEBA u np.

IT'OPME3NC HA YPOBHE
COOBIIECTB 1 5KOCUCTEM

TopMmesuc B cooOliiecTBax U 9KOCUCTEMaX HaMe-
Hee M3y4YeH, [0 CPAaBHEHUIO C MOMYJISIIIMOHHO-BUI0-
BbIM U OPraHM3MEHHBIM YPOBHSIMM OpraHM3aluu
xuBbIX cucteM (Costantini et al., 2010; Agathok-
leous, 2018). TeM He MeHee CYIIECTBYIOT JOKa3aTesb-
CTBa 3TOTO SIBJIEHUSI HA YPOBHE COOOIIECTB ISl ITOKa3a-
Teseit CTpykTypbl U yHKIIMOHUpoBaHMs. Hampumep,
oOHapyXeHa ropMeTuyeckasi CTUMYJISIMS HU3KU-
MU J103aMU TIOJUTIOTAHTOB (TOJIYOJI, TsKeJIble Me-
TaJIJIbl, TEPOMLIMIIBI) TTIOKa3aTeseld, OTpaXKaroluX CIo-
COOHOCTBb COOOIIIECTB TMOYBEHHBIX MUKPOOPTaHU3-
MOB OCYIIECTB/ISITh OMOXMUMUYECKHE MPOLIECChl B
noYBe (AKTMBHOCTD LIEI0YHOM (pocdaTas3bl, TOYBEH-
Hoe npixaHue) (Fan et al., 2020). B uccienoBaHuu
(Han et al., 2019) ycTaHOBJIeHO, YTO TOPMETUUECKUE
(cTUMYUpYIOIIMEe) KOHLIEHTPALIMU KaaMusl, YBeJIu-
YMBaOIIMe aKTUBHOCTb ITOYBEHHO 111eJIOUHOI (hpoc-
¢aTasbl, BBI3BIBAIOT UBMEHEHME COCTaBa COOOIIECTBA
MOYBEHHBIX MUKPOOPTraHM3MOB MyTeM CTUMYJISILIMU
pa3sMHOXeHUs OakTepuil (yBeJIMUEeHUE OTHOCUTEIb-
HOTO OOMJIMS), BBIIEJISIIOIIMX B TTOYBY 3TOT (pepMEHT.
IIponemoncTpuposano (Wang et al., 2021), uTo xam-
MU B HU3KUX 033X YBEJIMUMBAET BUJOBOE PA3HOO0-
pasue cooOIlIecTBa MOYBEHHBIX OAKTEpUii U TPUOOB.
CtuMynupyomuii ropMeTndecKuii 3(ppekT ooHapy-
XKE€H U NpU KOMOMHUPOBAHHOM BO3NEUCTBUM TOJ-
JIOTAHTOB (KaIMUSI U CBUHIIA) Ha OOWJIME TIOYBEH-
HBIX OakTepuii u rpu6oB (Fan et al., 2021).

IToMuMO BBISIBJICHMSI BO3IEHCTBUS TSDKEJIBIX MeE-
TaJUIOB, B IOCJIEAHNE TOAbI IIOSBIISICTCSI BCE OOJIbIIIE
VCCIIeAOBaHUI, JEMOHCTPUPYIOIIUX CTUMYJIUPYIOLINE
3 deKTh HU3KUX 103 MUKPOILIACTUKOB (4aCTULIBI JIIO-
OBIX BUIOB IUIACTUKOB JIJTMHOM MeHee 5 MM) B OTHOIIIE-
HUM OakTepualibHBIX cooOiecTB (Agathokleous et al.,
2021a). Tak, HaHo4yacTHUBI ITojucTteposia (<1 MKM)
YBEJIUYMBAIOT OTHOCUTEJILHOE OOMIME BUIOB B COO0-
IecTBe OaKTepuii, OOUTAIOIIMX B BOJax ApPKTUKU
(Agathokleous, 2018). MeMOpaHHBIN TOJIUATUIEH U
BOJIOKHMCTBII TTOJIATTPOITUJICH TTOBBIIIAIOT ajib(ha-pas-
HooOpa3ue nouBeHHoU MuKpoouoTsl (Yi et al., 2021).
Taxke MUKpPOIUIACTUKM YBEJIMYMBAIOT allb(a-pa3zHo-
oOpa3ue KuilieqyHoro Mukpooruoma y peio (Gu et al.,
2020) u mpireit (Li et al., 2020). Kak u3BecTHoO, 1ia-
CTUKM COAEpKaT, KpOME XMMNYECKM MHEPTHBIX CO-
eAIUHEHUI1, TOKCMYHbIE BEIIIECTBA, KOTOPHIC BhIICIISI-
I0TCSI B OKpyxKalmolyto cpeny. Cpeau HUX Haubosee
TOKCUYHBEIMU cyuTaoTcsa ouchenonsl A, B, F, S.
B wactHOCTH, OMCc(peHOT A — aroHHUCT PELENTOPOB
BCTpPOreHa, B OOJBIIMX 103aX HapylIaloluii ¢GyHK-
LOUOHUPOBAaHWE SHIOKPUHHON CHUCTEMBI KMBOTHBIX
u yesoBeka (Chouhan et al., 2014; Lo et al., 2021). Ox-
HAaKO B HU3KMX KOHILIEHTPALIMSIX TOKCUKAHTHI ILjia-
CTMKOB OKa3bIBAlOT ropMeTndeckue 3PdeKThl aHa-
JIOTUYHO JPYI'UM ITOJUIIOTaHTaM.

TopmeTnueckue 3(p¢heKThl HU3KUX 103 (PaKTOPOB
cpenbl oOHapy:KeHbl M JIs1 (puTolieHO30B. Hampu-
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MeEp, B JIECHBIX COOOIIECTBAX OCaXKIEHUE a30oTa B
rmouBy (15 1 35 kr N ra~! ron~!) ctumynupyer cexse-
crpauuto CO, (De Vries et al., 2014), To ecTb yrie-
ponHbIi UK. Hu3kue ypoBHM OocaxiIeHus a3oTa
(8.7 13.4 xr Nra~!' ron~! uig pacTUTENTLHOCTH C OT-
KPBITBIM U 3aKPBITHIM TMOJIOTOM COOTBETCTBEHHO) yBe-
JIMYMBAIOT BUIOBOE OOraTcTBO COOOIIECTB TpaBsi-
HUCTHIX pacTeHuit 6osee yeM 15000 ecHBIX, Tyro-
BbIX, KYCTAPHUKOBBIX U JIECHBIX YYaCTKOB T10 BCEM
KOHTUHEeHTaIbHOI yacTu CoenuHeHHbIX LllTaTros, a
0oJiee BBICOKHE KOHILIEHTPALIMU a30Ta CHUXKAIOT 3TOT
mokasatedb (Simkin et al., 2016). JaHHble GakThI
paccMaTpuMBaloTCsl Kak IMpPOsIBJIEHWE ropMe3uca Ha
ypoBHe (¢puTorieHo30B (Agathokleous, 2018).

CiieqyeT OTMETUTD, UTO ITOKa IIEHOTUYeCcKNe 3(P-
¢eKThl ropMe3rca 0OHapYKEeHbI TOJBKO JIJISI HEKOTO-
DPBIX TUIIOB COOOIIIECTB, UTO OOYCJIOBJIEHO HE3HAYN-
TEJIbHBIM KOJIMYECTBOM IIeJIeHaIIpaBJICHHBIX MCCIIE-
JOBAaHMI 3TOTO BOMpoOca.

Kpome Toro, psm meraaHalIum30B ITOKa3aad BO3-
MOXHOCTb FOpMe3uca Ha ypOBHE 3KOCUCTEM Ha MpH-
Mepe CTUMYJISIIUU IIEPBUYHON MHPOMYKIIUM 3KOCH-
CTEM IIpU IJIUTEIbHOM M3MEHEHUM KIMMAaTUYEeCKUX
¢dakTOpoB (MOBBIIIEHUE TeMIIepaTyphbl, KOJUYECTBA
ocankoB, KoHlleHTpaiuu CO,) B MOJEBBIX IKCIIEPU-
meHTax (Smith et al., 2000; Rustad et al., 2001; Dor-
mann, Woodin, 2002; Wu et al., 2011). Hanpuwmep, B
MmeTtaaHanmuse (Wu et al., 2011), ocHOBaHHOM Ha JaH-
HBIX 85 MHOTOJIETHUX IIOJIEBBIX SKCIIEPUMEHTOB, BbI-
TMOJTHEHHBIX B pa3JIMYHbIX OMoMax (OopealibHBI JiecC,
BJIAXKHBIII TPOIIMYECKUI JIeC, JIECOCTEIIb U IIp.), MO~
Ka3aHO, YTO 3KCIIEPUMEHTAJIbHOE ITIOTEIJICHUE U YBE-
JIMYeHNE KOJIMYECTBA OCAIKOB CTUMYJIMPYET HAA3eM-
Hylo 6uomaccy (B cpemHeM Ha 27 u 12% cooTBeT-
CTBEHHO) IPE€BECHBIX PACTECHUI M IOTOKM YIJIEPOIa B
9KOCHCTEME, a TAKXKE YBEJIMYMBAET CYMMapHYIO Mep-
BUYHYIO IIPOAYKIINIO 9KOCUCTEMEI, (POTOCUHTE3 KO-
CHCTEMBI, DKOCUCTEMHOE AbIXaHNE€ M YMCTHIA SKOCH-
CTEMHBI 0OMeH. A CHUZKEHUE TeMITIepaTyphbl U KOJIUYEe-
CTBa OCAIKOB B ITOJICBBIX DKCIIEPMMEHTAX OKa3bIBaeT
MHTHOMpYIONINi 3P EeKT Ha yKa3aHHBIC ITOKA3aTeN!.
HaHHble cTumynupytonye 3ddeKkTsl TeMieparypbsl U
KOJIMYECTBA OCAJIKOB MOXKHO pacCMaTpUBaTh KaK Top-
ME3UC, IIOCKOJIbKY B YKa3aHHBIX 9KOCHUCTEMAaX, HaIllpy-
Mep BO BJIAXKHOM TPOITUYECKOM Jiecy, He HaboaaeTcst
JedulmTa JTaHHbIX (hakTopoB. TeM He MeHee TOpME3NC
Ha ypOBHE 3KOCHUCTEM TpeOyeT HadbHEMIIIeTo M3yde-
HUS U 60siee OOIIMPHBIX JOKA3aTEJILCTB.

IIpuBeneHHbIe BEIIE (DAKTHI YKa3bIBAIOT, YTO TOP-
ME3UC Yepe3 UBMEHEHUE CTPYKTYPhl U (DYHKIIMIA CO-
OOILIECTB, MO-BUIMMOMY, MOXET BIUSITh Ha CLIOCOO-
HOCTh DKOCHCTEMBI 00€CITIeUMBaTh OMOTEHHBIN KPYTro-
BOPOT BEIIECTB 1 ITOTOKUA 3HEPIUU U, CJIEIOBATE/ILHO,
UMeeT 3HauyeHUe ISl YCTOMYMBOCTH 3KOCHCTEMBI, a
TakXe, BO3MOXHO, MPOILIECCOB CYKIIeCCUU KaK (hop-
MBI QYHKIIMOHAIBHBIX alallTalliuii Ha 9KOCUCTEMHOM
ypoBHe. [TockonbKy Ha ypoBHe 6uocdhephl pasind-
HbI€ 9KOCUCTEMBI 00pa3yloT OOIIYI0 CUCTEMY, OCY-
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IIECTBJISIONIYI0 OnoreoxuMmudeckne umMkinl (Ium-
JoB, 2019), To BIMSIHME TOpMe3Kuca Ha UX COCTOSIHUE
MOXET UMETh ITI00aIbHEIC ITOCISACTBUSI Ha YPOBHE
onocdepsl.

BrinieykazaHHble acneKThl e111e TOJbKO MPeACcTO-
WUT TOAPOOHO M3Yy4YUTh. TeM He MeHee MOXHO KOH-
CTaTUPOBATh, UTO PELIEHUE STUX BOMPOCOB ChIrpPaeT
CEepPbE3HYIO POJIb B PAa3BUTUM CUHIKOJOTUU U AaxKe
ounocdeposoruu.

3HAYEHUWE 'OPME3UNCA JId OLLEHKH

KAYECTBA CPEJbI, DKOJIOI'MYECKHUX
PUCKOB U HOPMHWUPOBAHUA
AHTPOINOTEHHOMW HATPY3KU

OrmnpeneneHue 3aBUcUMOCTei 103a—3ddexT 111 pe-
aKI1IMii XXUBBIX OPTaHU3MOB HAXOAUT LLIMPOKOE TTpHUMe-
HEHUE B OIIEHKE KadecTBa OKpyXawlleil cpembl
(OuouHOVKaIWS, OMOTECTUPOBAaHUE, IKOJOTMYECKUA
MOHUTOPUHT), B HODPMUPOBAHUU AHTPOIIOTEHHOM
Harpy3ku, B OIICHKE 3Kojormyeckux puckoB (Iema-
IIBUJIN U Jp., 2016). B HacTos111€e BpeMs IJIsI JaHHBIX
LeJIei UCTTOJTB3YIOTCS TMHEWHBIE U TOPOTOBBIE MOJIE-
M 1o3a—3¢h¢eKT, SBISIONIEeCS MOHOTOHHBIMU, TO
eCcTb He uMeromuMu 3KkcTpemymoB (Calabrese, 2008).
Ho cux mop ropMeTrueckasi MoJejb 103a—OTBET He
BKJIIOYE€HA B HOPMATUBHBIC JOKYMEHTHI I METOOUKU
Kak B Haiei ctpane (I'enamBunu u np., 2016), Tak u
3a pyoexom (Agathokleous, Calabrese, 2020), xots
BEPOSITHOCTh TAKOTO ABYX()a3HOTO OTBETA KMBBIX CH-
CTeM Ha aHTPONOIreHHOE BO3AEUCTBUE MOCTAaTOYHO
Boicoka (Agathokleous et al., 2021c¢).

HMrHopupoBaHue ropme3rca MOXeT MPUBOAUTH K
HeaJaeKBaTHOMY HOPMHPOBAHUIO TEXHOTEHHOUW Ha-
IPY3KHU, a TaKXkKe K HEKOPPEKTHBIM OLIEHKAM 3KOJIOTU-
YeCcKOU CUTyalluM U TIPOTHO3aM ee pa3Butusi. Hampu-
Mep, Iaxe 3HAUUTETbHbI YPOBEHb 3arpsI3HSIOIINX Be-
ILIECTB B OKpYXalollleil cpefe MOXET He OKa3bIBaThb
MHruouMpyoollero 3¢ddekra Ha BUIbI-OMOUHINKATO-
Db, KOTOPBIE MPeABapUTEIbHO UCTIBITHIBATN BO3AEH -
CTBUE HU3KUX 703 MOJUTIOTAHTOB U 3a CUET TOPMETHYE-
CKOIl CTUMYJISIIMU MPUOOpEN TIOBBIIIEHHYIO YCTOM-
YUBOCTb K 3arpsi3HEHUIO (SIBJIEHHWE TOPMETUYECKOIO
MPEKOHIUIIMOHUPOBaHUS). B uTore aTo rpuBeaeT K 3a-
HWXKEHHOI OlIeHKE YPOBHSI aHTPOITOT€HHOI Harpy3Ku
MpU aHajM3€e KayecTBa Cpeibl C MOMOIIbIO METOIOB
OMOMHINKALIY. AHAJIOTUIHASI CUTYaL1sl HaOJIIomaeT -
Csl, KOTIa HOPMaTUBbI aHTPOIIOTEHHOTO BO3ICUCTBUS
HE YYUTBIBAIOT SIBJieHUsI TopMmesrca. Huszkue mo3bl
MOJUTIOTAHTOB, HE MPEBBIIAIOIINE HOPMATUBBI, MO-
I'YT BBI3bIBAaTb CTUMYJIMPYIOLINI TOpMETUYECKU 3(h-
dexrt. Janabiii 3(pPeKT B cioydyae KyMYJISILAN MOXET
CTaTh oTpulaTteNbHbIM. Hampumep, nipu maurenbHOM
XPOHUYECKOM BO3IEUCTBUU HU3KMUX H03 Pa3TIUYHBIX
nounoTanToB (xpom, Kangmuii, JIJAT) Ha pacreHus
(Jia et al., 2013; Mitton et al., 2014) noka3zaHo, 4TO
CTUMYJIMPYIOILIMI ropMeTndyeckuii 3pdeKT B OTHO-
IIEHUU TIEPEKUCHOIO TOMeocTa3a pacTeHui (aHTu-
OKCUJAHTHOE AEWCTBUE MOJUIIOTAHTOB) MEPEXOIUI B
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nuHIuoMpyomuit 3¢gdekr (IpoOKCHUOAHTHOE Ieii-
CTBHE TIOJUTIOTAHTOB).

B nociienHee BpeMst 3a py0ekoM OTMEJaroTCs He-
KOTOPbBIC CIBUTY B IJIaHE UCIOIb30BAHUS TOPMETH-
JeCcKoi Moaeau 103a—3PdeKT a1 OLeHKN SKOJIOTH -
yecknx puckoB. B 2018 1. AreHTCTBO Mo oxpaHe OKpy-
xkaromieii cpensl CIIIA EPA (Environmental Protection
Agency) oIry0JMKOBAJIO IPEaIoKeHNE, B paMKaX KO-
TOPOI0 OHO BIIEPBbIE B CBOEU NCTOPUU PACCMOTPEIIO
COBpEMEHHbIC MOJIE/IM 103a—OTBeT. [Ipru3HaBas 3Ha-
YUTEJIbHBIE JOKA3aTEIbCTBA IIMPOKOrO paclpocTpa-
HEHMUS HEJIMHEMHBIX peakKLUil y OpraHM3MOB, areHT-
CTBO HOITYCTWIO MCIIOJIb30BaHUE TOPMETUYCCKOM MO-
e IUISE ONTHMMU3aIM OLEHKM PHUCKOB B 00JIACTU
HU3KUX 03 MOJIIIOTAHTOB, UTO OBLIO YTBEPKIECHO
6.01.2021 r. PaHee 11 OLIEHKU 9KOJIOTMYECKUX PUC-
koB EPA, ocHOBBIBasICh Ha yOeXIeHUM, YTO JII00ast
J103a MOJUII0TaHTa B KaKOW-TO CTEIIEHU BpemHa s
OpraHmsMa, UCIOJIb30BajI0 TOJILKO JIMHEHYIO HEIIO-
poroByio Monenb LNT (linear-no-threshold), koropast
MPEIoJiaracT, YTO PUCK MPSIMO MPOITOPLIMOHAJIEH 10~
3¢/BO3ACHCTBUIO BIUIOTH A0 HYJIEBOI TO3bl/BO3ACHi-
crBus (Agathokleous et al., 2021c).

TakuMm 06pa3oM, UCIIOIL30BaHNE TOPMETUYECKOI
Moenu n03a—3P@eKT HeoOXOTMMO TSI TIOBBILLIEHUS
OOBEKTUBHOCTU METOIOB U MOIXOA0B, MCIOIb3YEMBIX
JIJIsI OLICHKU KayecTBa Cpelbl, SKOJOTUUECKUX PUC-
KOB 1 HOpPMUPOBAHMS aHTPOIIOTEHHOI HArpy3KMU.

3AKIIIOYEHUE

I1pencraBieHHEBIN B JaHHON paboTe aHAJIN3 MOKa-
3aJI, YTO COBpEMEHHasl KOHIICIIILINS TopMe3Hca sIBJIsI-
€TCS aKTYaJIbHOM TSl pa3BUTHSI MHOTHX PA3e]IOB 9KO-
JIOTMY, pacCMaTPUBAIOIINX pa3IMYHbIe YPOBHU Opra-
HU3aLMU XUBOro OT opraHm3ma a0 ouocdepnsl. Hano
0J1araTh, YTO 3TO OOYCIOBIIEHO CUCTEMHBIM 3HAYCHM -
eM ropMesuca. MakTUIECK, OH MPEACTABISIET COOOIA
MPOSIBJIEHHUE OOILIETO CBOICTBA SKUBBIX CUCTEM PAa3HOIO
YPOBHSI OPraHU3aLIM1 TIPOrHO3UPOBATh (IIPEABUIETH)
U3MEHEeHHEe Cpedbl U MOATOTABIMBATBCSI K TUM U3-
MEHEHMSIM ITIyTeM CBEpXKOMIIEHCAIlUM CBOMX Ilapa-
METPOB, UTO aKTYaJIbHO 151 BBLKUBAHUS B USMEHY M -
BOIi cpefie ¢ MOCTOSTHHBIMU BO3ACHCTBUSIMU CUITBHBIX
cTpecc-(pakTopoB. DTO MO3BOJSET XKUBBIM CUCTEMAaM
3 deKTUBHO TIOAAEPKUBAThL CBOEil TOMeOCTa3, He-
CMOTPS Ha HeCTaOMIBHOCTB cpeabl. TaknM o6pa3om,
cKopee BCcero, TopMe3uc npeacTaBisieT cO00i MprH-
LM aJanTalyy XUBbIX CUCTEM K U3MEHUYMBOII cpe-
ne. IToucku yHUBepcaabHOIO MeXaHM3Ma ropMe3nca
JIO CUIX IIOp HE yBeHYaIMCh ycrexoM. ITo-BuamuMomy,
TaKOTO MeXaHu3Ma IPOCTO He cyliecTByeT. [opMme-
THUYECKAasl CTUMYJISILIUS TTapaMETPOB CUCTEMbI MOXKET
peaqu30BBIBATLCS CAMBIMU Pa3JIMYHBIMU IIyTSIMUA B
3aBUCHUMOCTH OT YPOBHSI OpraHu3alnm (KJIeTKa, opra-
HU3M, ITTONYJISILMsI, COOOIIECTBO, DKOCHUCTeMa, Oumo-
cepa), oT HapylIeHUIi ITapaMeTPOB CUCTEMBI, BbI-
3BAHHBIX YMEPEHHBIM CTPECCOBBIM BO3IEMCTBUEM
(BO3AEMCTBUSIMU), KOTOPOE MPOBOLIUPYET TOPMETHU-
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YECKYI0 CBEPXKOMIEHCAIINIO MapaMeTPOB CUCTEMBI,
OT pECYpPCOB CHUCTEMbI U T.A. SIBJIEHUSI TOpMETHYE-
CKOTO MPEKOHAUINOHUPOBAHUSI U TTOCTKOHIUIINO-
HUPOBaHUS TTOKA OOHAPY>KEeHbI TOJILKO HA YPOBHE Op-
raHu3Ma. [MIoTeTMYecKd OHM TakKe MOTIYT HaOJIo-
JIaThCS B TTOIYJISILUASX, COOOIIECTBAX U 9KOCUCTEMAX U,
MOXKET OBITh, TaxKe Ha ypOBHE OMocdephl, ITOCKOJILKY
MMEHHO 3a CYET 3TUX SIBJIEHUI peal3yIoTCs ajarTa-
LIMOHHBIE 3(PEKTH TOPME3NCa.

CrnenyeTr OTMETUTb, UTO TopMeTHIecKure 3P eKTh
pa3IUYHBIX aHTPOIIOTEHHbBIX (PaKTOPOB, B TOM UMCJIE
MOJIJTIOTAHTOB, HE O3HAYalOT, YTO OHM “TIOJIE3HBI”,
MOCKOJIBKY CTUMYJISILIUSI U UHTUOMPOBAHUE Orpee-
JISTIOTCST  A0301/KOHLICHTpalMeil 1 IIPOMOJDKUATEIb-
HOCTBIO BO3IEICTBUS.

IIupokoe pacnpocTpaHeHUEe TopMe3rca 00YCIOB-
JIEHO TeM, YTO Ha YPOBHE OPTaHM3Ma OH OCHOBAH Ha sSIB-
JieHuu ctpecca. CieayeT IMom4epKHYTh, UTO ellle co31a-
Teb KoHuenunu ctpecca Cenbe (Selye, 1974) ormeuan,
YTO YMEpEHHBIE BO3AEHCTBHS BHI3BIBAIOT MTOJIOXKUTEIb-
HBIII cTpecc (ycTpecc), a Yype3MepHOe HampsDKeHUe
opraHusmMa MpPUBOAUT K HETaTUBHOMY CTpeccy
(mucTpeccy), KOTOPhIil MOXET BbI3BaTh UCTOLLIEHUE pe-
CypCcOB opraHmsma u rudeib. Topmernueckue 3¢-
¢eKThI Ha YPOBHE MONYJISIINIA, COOOIIECTB U 3KOCH-
CTeM MOKAa3bIBAIOT, YTO JIJISI JAHHBIX OHOJIOTHYECKHX
YPOBHEM TAaKKe XapaKTepPHBI YHUBEPCAJIbHbBIE afar-
TallMOHHBIE OTBEThI, AaHAJIOTUYHbBIE CTPECCY Ha YPOBHE
opranuama. OgHAKO UX 3aKOHOMEPHOCTH U KAYECTBEH-
HbIE 0COOEHHOCTH Ha KaXKIOM OMOJIOTMYECKOM YPOBHE
SIBJISIIOTCSI TIPEIMETOM OYIYIIMX UCCICAOBAHMIA.

B nanHoM 0630pe mpoaHaIM3MpPOBaHbI 1 OTMEYe-
HEBI TOJILKO HanOoJiee BaXKHbIC BOIIPOCHI, CBSI3aHHEIC
CO 3HaYEeHUEM COBPEMEHHOI KOHIIEITIIUN TOpMe3nca
JIJISI BKOJIOTUH, C LIEJIbIO IPUBJICUCHUS] BHUMAHMUS CIIe-
LIAJIUCTOB K 3T0it mpoobiieme. I[IpoBeneHue merTaib-
HOTO U3yYEHHUSI TOPMe3UCa B 9KOJIOTUU, YTOUHEHHUE U
pa3BUTHE KOHILECIIMU 3KOJOTMYSCKOro Tropmesuca
eIle TOJBKO MPEICTOST.

PMHAHCHUPOBAHUME

HccrenoBaHue BbIMOTHEHO TpU (pHAHCOBOM TTONACPK-
ke Poccuiickoro ¢oHna pyHIaMeHTaTbHBIX MCCICIOBAHWI B
pamkax HayyHoro mpoekta Ne 20-11-00001 (The reported
study was funded by RFBR, project number 20-11-00001).
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Currently, it has been established that when living organisms are exposed to various environmental factors (abiotic,
biotic, and anthropogenic), hormesis is a fairly common phenomenon. Hormesis is found in different groups of
organisms and at almost all levels of the organization of living systems from the cell to ecosystem level. At the
same time, a comprehensive analysis of the significance of hormesis for ecology has not been carried out. This
review analyzes the modern concept of hormesis, as well as its significance for various fields of ecology.
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