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53 0568 eaadled Jos ool 5 @S USSE ) sen
Gy 3 ol jax 5 oanils wlel 28V e
(Armstrong, 1997) .| s;¢is Theta 5 Phi, Tau, Zeta
£sldenl 2> Lambda s DHAR s atws 5 o
Les s 05058 Al pigs (5SS 55 i
o olals s > Zeta 5 Theta WGST .(Frova, 2006)
£ GST 5l wdr was G 1) g e alis Ol il o
S e Sladllas ol sdd 5518 55 Omega U
53 s VF B Sadbls ol ksl aluly slaaas
Sylvestre-Gonon et al., ) LS o slguin (55 Si olals
Gl S5y 5 GST lads 355 | sbadle s (2019
Do g s 5 ey ez 5l s 518 OIS > IS
TR I P g W R Py L IR LY
s V8 g 8L 5 b b sl QLS s sl
Sl S bl ol sl glalid 51,al =S 0,556 8
Sl ge 55 Jsles lajl il 3-8 05308 Yoo 51 i
g QLS s 55 oS ol S5 LB il sl el oS
05,5 WGST.AiL o GST Vo) L slass o 2ty (slols
Lital jsbay . Lsd o odss i 0lalS Ole 5 Phi 5 Tau
GST 05 s b 5,58 TaU o5 8 SWGST lyls oS
OLalS 3 5lLausl 58 0500 IS slaesl Sl (gduazws .ol
Kumar and ) <ol sl osls (led & IS5 55 Ol
(Trivedi, 2018

da s Jswgine 5 o 5 Jaloe WGST i
33 glels 5l L3 U 5 asdS s (Fonseca et al., 2010
Sldshe w55 NtPArA Sl il 3-8 045608 o5l
0385 g 35l Gl a5 GTSUL2 5 SLis
Zettl ) Wl g g s 3 s L T ) 45 A5 s
SLi,lS o554l (et al., 1994; Dixon and Edwards, 2009
3 sk Gl is 5 LSGILl b 3 WGST el
dlesssSee (Kappa) g kS e ol s S e
30 35y ekl i 53 pizen 5 (MAPEG)
S5l el audl =S 0556 8 (Lallement et al., 2014)

5 R b S e Lol Syl 4 1) 050508
S IS Ol el b5 S e Ll ) deST
36 S la 5T (GSTS; EC 2.5.1.1.8) LGST ioen
PAS0 o5 S s Cows il 53 8 Lo s 5T o135
Jlasl GST (slap 3T S o dlad Joho e e 5
S5 S 0w Ll Ot 8 @ by e Coss aen I
1305, » (endogenous) 1305,5 LS5 g
(e G0l w5 e 3lge a5 (EXOgENoOUS)
.(Vaish et al., 2020) 1S s 5JUIS Layls e _iScsl
s 0S5y Jole oKl 5 655 GST ksl
5oy Glaels Sope 53 a Jsle GLGST e see
e 0sds,LS YO o3lil b sladsty s L ool en o e
Jie KB SlaelGlr ol pouls ATy 5 o dinen
35 o s ekd LIS (Y 5 ) wed) ey g 5l &S WSl e
wlded Vo IO ite oS L WS Lty S e
(Gsite) 0ysb S ol Jlasl ol ) pmes Lals )3
sl s 3 g e wel Sladed e S Sl &S o
il ol Y s ed 4 5SS A2y L ol
wal lasinl 51 aS o35 (H-site) 55 ST sl tas s (5l 2
53 ol 5 IS Bl JeeS S s 03 3 e
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cilime slawias b S ol ol 2 ST ol s
ssbar 5ok L Lo ) e Lol s bLsl s GST
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(S35l (5 cals il LEST ¢ gemme 53 o
5 dal oSl s el g Jols SaS sba Shos
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sl (Tau) & «(Phi) 3 Jals w5l cpl 5 jasets atas
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Mitochondrial 'ﬂ—‘ Glutathione S-transferase )—) Microsomal

. S—
A5C : P,
o s\’“‘“ Cytosolic ’amsp(,q. fie
AnY l
= Phi

(2]

Tau

Mostcommon;

Pie

Chi Small class GSTs;
Delta Dimeric;

Beta

Omega
Sigma

Found in both plants and animals;

. Restricted xenobiotic activity;
Epsilon GPOX (GSH-dependent peroxidase);
Glutathione dependent isomerization

Dimeric;

Serinein the active site;

Ligandin, carrier or binding protein;
GSH-transferase;
GSH-conjugation;

GPOX (GSH-dependent peroxidase)

| Lambda || DHAR |

Monomeric;

Cysteinein the active site;
GSH-dependent thioltrasferase;
DHAR (Dehydroascorbate reductase)

(Kumar and Trivedi, 2018) 41, gl> 5 0LLE ;5 51 il -8 0550 68 glaesl gl ghnarws -1 K&

G &> —.als (Sylvestre-Gonon et al., 2019) ...l Ser
Sio oemer 5 05508 cnle 25 x5 Jlall cgr
S STy S oS pon | e 0 Jlail 53 H oSl
SIS sty Sl Ogasl 1 eslind Ll e
o el P Ol S d 3 ) s 5 3l JLa]

(Rezaei etal., 2013) > 5

Ll n gz 550 ST oe sl Usene S 50555
(S Sl spam w bge S pl Gl edes S
4 e LSS 5055 LGST sty ol j5dl g 5 035 285
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D R R e e NS WA
S o e 1y 2133 e 45 el o BB T s
S albralr g5 5l 0508 S 5 sl STy e
Slagsl il sy 0SSl Sl O3S
L 0sb 8 S5 el JSIT 658 SO L s Sk 20
(PCNB) 035 s iSkey copiensysls consl s asils
g5 ol 3l eladls Oslaze 5 81 Oase S ISLs
L €508 S 5 olalS s .(Brown, 1990) Lowa STy

Sls Jsmwsim 51 (T) ATPa ot oS & 5l el

ool Gluamas aw ghls 8 Jhe 3 815 e
=S 0556 48« J g st sl 0l 3-8 0550 08 sl e
Sl 58S 05t 5 Jlsss S glaslandl s
S 0l s Gl o S S oS
055 93 3l Sp ooldas B 5l Js st slaslanil
O JK8) ke s
55 GST &) slacdls 3 Kbl {Ce
s Jg5 Jlasl GST (slan 3T s S5 amilir 0L
G 09,8 S 0 0 1y Ll 05508 & by e s
S e B ol 5 Sl olS S
GSH + RX === GSR + HX
e 05508 5 s 05 sbe 1 sl ST
b S (gpole oS5 4 Cand &S 35 0 oSS M5 &
Al SR R SOl GG g 55 ol cnl by (e
S a0l LGST el el gy, » bl
Sl ol sl S s 5 OIS 1S
Bt Jpams 55 4 s 53 01 3 & 88 &0
5 e s MW Glawas & Gl LGST 3 .Xsd
TYr i b ol Gk S5l 05l (gsledles LS
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Gly 3k (ptiomms Jral 87 YECS ¢ poiiamns (CYS 10l 68 yGlu 1ol 5-5 0556 5 (pl3)pms Joo Slod ks =Y IS
PC-AS ¢S ;T AS ¢3S 425 PCS ¢l jausl -5 3550 8 GST 4K g 55 X 10356 38 (GSH ¢l O 55U g8 (GS ¢ pumnadS
(Kumar and Trivedi, 2018) ABCCI/ABCC2 ki sS1y Bl T i )1 WS gd pusaS

Pl 5 Mbe 28 5 lld s (GSSG) ddl s
Sl S 3n 0> Sl 5 IS OlanSl T sl 5T
S sl Gl e 3 G A G ke 5o Jsles
(3 5eST 5T G dIGsly 5l 48 Lizes WGST luensl
L Jsbe O gladnsl ol 5 0550 LS|y Ol
L s S b 0508 O gl ST S e 0ok
.(Noctor et al.,, 2011) 3,5 » 5w b, Sul 3 b
o3l> QLS Y IS s elaS a i opl 5o s slag s
NG PR W

i 4 3lse CAEL 3 r s 4 0455018 JLasl
b Bl s s 60l sl s s s s e
U581y ol Wt s 51 Sl slan 5 GST esl gl sliasl
S5 el s AS e 5 e Slpanme 5
ol g3l SLS 55l S lews s s 5 055U S
Wy e LSl 5 055608 S5 Jle Olpew
35St Js HIMLL oS5 AWl B L e sl sl O
.(Deponte, 2013) >4 .

Sl é gle e glyls GST L;LAVJ_J-;T [REUN
LT e sled 4 U Glacled Ol g Coed 45 Aizes

Kumar ) s o5 colaa Jsla C)L’.' slad 4 b ol Sl
Sien e Solad i pas (and Trivedi, 2018
ol ool s Bl 4 Y ISE 5 0S5 GST Ly
Loy 53 bajlansl 53-8 040U 8 el gl Lasl clts 4 S|
Sl ok IS sl B sla i 5 Ol s
33 (gasde lelbl Ll (Nianiou-Obeidat et al., 2017)
Syl Lsdinslon) gl 25 55 55 esl il ol (58 3 50
olgls pl cilisie glaatas Ole s AL o e gws 2
SIS Syl a4 Fob o el a8 G5
.(Kumar et al., 2013) <ol o
LS 05k S WGST el e S S
T GlaeSy ol o S e IS0 bl oS
Db S STy g5 nl 53 el OlASI ST S Ol ey
w3305 S O3S L Cngraien a2 Olgew
eSSl O3St Gl e esls SESTs AenST s
Chli- (s ol ams a8 o0 OS5l Cia DA
3 ol 35T 0581 a8 e a3l ol 3 sk )
e b 4 058lIS o ol L 25 5 il (sl 281
05865 L aSt o5 4 05568 & (GSH) L
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Ascorbate-glutathione pathway

Glutaredoxin-dependent peroxiredoxin

H,O
rRoon PRX

GST peroxidase activity

H202
ROOH

2 GSH

GRX GR

GSSG

055558 0 gl S| A1 e plin 5 0556 SIS Ll 5 ST Jolas ik 55 51,030 55 0556 I8 Ils el (slet ¥ IS
GR 1S 53, Sy sl g a3 DHA (R) ¢l Kul ASC ¢5lamS] p b, Kl APX by sl 30 b 51 L s D5 30 4

Noctor et ) Ji duST 5 (ROOH ¢ panS 555 5heS 55 PRX ¢51,ail 5=S 0 3056 I8 (GST ¢ 2y 93,b I8 (GRX ¢3S 53, & 5k oIS

T Gl S 2 b 5 S e #15 0L 5 el
Lin LLISCie s Jasse 5 GST oyl Ul
150955 rM:JﬁL:A 4> WGST .(Chronopoulou et al., 2017)
SISy Olsets 5lhnS] Gla 25 (il s Osm
Sl GSTay anly lajljosnl (OaSUlS & annl
el a Juate oSy, Olyea SSJUE 8
S oSl 5 A S 3 Js slainSsn
G ssba Wl ) B s e s 58 lasl
le 4 b e gl 3l plan STl elid jasiie
5SS de by S
ol LGST lan sl 5l o ales sty sl g 555518

.(Nianiou-Obeidat et al., 2017) X 5.3

dadd g sl

21058 4 WEST :0LS saigad, 45 GST ik

o Bl 5 N Jate S 5 eS) L
dee oSt Sl il plalsessm gt Sl Gl
Shi et ) s dowl G gl 5 ol Sl (U ol

(@al., 2011

dor 5l ppme OLSS a4 Jal c B bl
L5>.J'~’ 9 La&.'v) c.lcj})lw‘ 40.3_&.5«9 Sl L&T ‘Cfﬁjﬁ’kﬁ
‘J‘i‘ GJM JLEI.J‘ 9 ej:?'-.b o ;}i} U‘i‘ .Ju')‘b b LA))‘J
Sl cilie sla i 5 olan] slaedi S 4 DS S
LSS 5535 5 Jobo Sl Sl Sl sl s e
(Axarlietal., 2004) > 35 «DNA ;a5 5
u—.'.f."("@" )'\ u";ﬁ C)\.M,S P GST JQ'LBJ K) Lkﬂ
DL C,.H;-J ch:f ‘}AJJ-LI::’) JALZ QLAL:; DL LAGST k—-ﬂdul.bj
a0yo5n Slsely (i 5 ) sl L oablis
Lol 5 2! s oS 5 sl Sl
5 ool b a4l glacdale JESl 5 s
Huetal., ) el (Apoptosis) slasl S e J 8 o
s5,5 ala>= (GST .(2016; Chronopoulou et al., 2017
4 (y-Glu-Cys-Gly) GSH 053U 58 (shiiy 4w S 5 J s
S o BT, 5 ST psa 5 o305, slad 550
Coenl Sl ba iSCile Ol gl Oasa 556 I8 sl
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(Suetal, 2011) &5 o |y Sl

LI el WVitis vinifera S0 olS s s
e3U s 815 0 J g st 51 Lyl g1 Uil (51, WGST
SISl Sl b plessT oS15 5 GST s 5
(Connetal., 2008) 353 o Cusl Hs 5 dool S gl
4S5l OLE 55 el olS AL S S (g5, anlllas
s (b 551 e 5> CkMGST3 ol 4 WGST 51 255
(Kitamura et al., 2012) . 1> clbss Ll 5o

Sl game Cuylin (b iSCile 4 cwglie 3 GST
ShauslS s e S el bascile 4 sl
0 Jem 55 Boas WGST 5 el Sla, 5 UL Sl
S L S pl S o Wl age 1 L iSile
25p 53 GST 5 (GSH) L~ sS85 WSS
(e OISUT sl tscale 51 s gl
SIts ot 5 SLLE S GSUse (3l 5T s salS
23S Sl e S sl SO ocusalS s
S ,S o ol el 5pse DU e lacile xS
sl > Vigna radiata > Tau o5 S WLGST
ooy DU 4 ESCle ol 4 ol e 5 o508
SWGST 3l sl 5,5 (Basantani et al.,, 2011) <~
& Caslis Jsies MHR-GSTF b L Phi o5 o Glase
Sllad shls 0 Sl Al b ESie 5l rs i)
ok s Ly s olaSTusde UL
LS Wl L e B e sl
Csle OlalS as cwslis s (Georgakis et al., 2020)
MHR- 355 ol ol ol g 5 SJBIS sls S50
SiosliS Slsame OS5 ¢l Llg o WGSTF
Glmlis andlles 3 L BL ar i Ll ASCils 4 pslis
S S BSUse iscile sy oo s ady) 5 Bl
Aalyd ol iy 3 eksa GST (slaos sl il 3l Ol
SLLS s> ek e LGST & das e 0L (st

Sl s Jusl s sl s L WGST (Gl 2014
dalss (Gullner et al, 2018) .S o oS 5 Sl
oSS 5 s, aul 3 55 alS GWGST oS 5505 555 3L
LS o Wl jage 5E INVIVO 5 invitro Ll i g alS
ALS a5 38 0 elS 55 .(Gong et al., 2005)
Wes e S 1 BST wlgls sbaos 5l sabs slas Ol
SWGST i, swe ol 5,158 .(Jain et al., 2010)
sl el Jie adsl Bl 5 i) digs o el o S
slagrl 3 ody Goailer o Gk s 3
sbacpl Sl xie plp sler 25u> GST el Sl e b
5les S & eemen (Kumar et al., 2013) ol i
el @ kel s TaU aws 4 by LGST
(U S sen Ik Il (38l anw s 5> AtGSTULT
G 533 33 5s A aeals Oy Sles 5 ol s S
L il gy 5 el S s AtGSTULT ol 5 55ls
A GOy sr s 5 s Bl E 0 A e Sd ek
Jain et ) 555 o 28 dewl Kol 5 ST e Cilisis
53 PPGST2 5 PPGSTL 03 55 i ey, -al, 2010
05 35 opl oS sls oLis Pyrus pyrifolia oUS o5 S,
Sl S8 03 4y maly 52 begen (Shewss 5 500 b
(Shietal., 2014) 1S o Wil age L2 unS| 5 Ao
S 5> BGST 1Al 4yl edpbe 3 GST
DS 3 458 o e 5 KIS i (slocs) o
sl s e gl S e Wl e sla
O Ve WV VPR VN WO S\ > AIGST12
ke 1555 2l 4 Lagmals AIGSTU20 Sl s 35l
e oS Ll G AIGSTI2 ey syl 3 S e
LS o o3 1y SIS 5 Jsdl Sl et grie panSIT g2
Flavonol Jlasl 5 Jusl s bl jsba Ukl
A sl ©LS 5 Olgsa quercetin-3-O-rhamnoside
LS e Wl [ ot SSll B ssde 550
05 5568 L AtGSTF6 4> s .(Dixon et al., 2011)
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5l Tau osl gl WGST I S, .(Skopelitou et al., 2015)
4S PvGSTUS3-3 el & Phaseolus vulgaris L, J oLS
va'l o oS Q.Lie:}ﬂ Loyl e Gl s
$5 Caweltl 5 553 o WI Uromyces appendiculatus
3 Al s Gl sl K Olpes  S2JUE
Chronopoulou et ) &S o fes US55, Sl sSKuls,dums
Nicotiana oS &  Ka o .@l, 2014
031 BaMV) 4usls il 40 s 25 4kwe 54 benthamiana
51 S NDGSTUS 5 NDGSTUL (sba0s3 Oy g slaw o35 o
Chen et al., ) 55, » UL aoes Tau oslgls WGST
35 S B sba GST 1 dlsie slaes S (2013
Wl ssns 5 0B (2bSL sl Sodl adsl o1
L§>f<'l"""9 Solalas ‘gﬂ.l » e)U&— .JJ.S J.:;U \) eb‘)ﬂ QLALS
ol GLGST 055 5 salt L d 51 i Ol S sls 0L
RS R pramen 5 Solen (Sls e 5 B sba Ll 5
Lyl s 55 GST slags sl Gds (S sl slas Shas 5 50
205 s 150550 Gl s 3550 53 5 O55L sl
Wl e Sl 0ybl8 s L WGST
g ST sk 53 S 1 o Sk SdS 508
L.:. GST LSLA‘)} st‘ LJ\ » o)Uf« LY Lﬁ'ib)("w "L’}“:'g_;d
L s sllS s ksl GST ol alssl
Llokd sl (L b 5 b 8L Ade bl Koo
Sl Ss4l 4 (ISR) St Cunslie jeuly sl sy
Slp iy Sl Ll el i il
53 GST (slapjsnl Gds Sl slas Shes RERPItY]
50 Solew 4 Saslie 55 O e S, o341 OlalS
(Gullner et al., 2018) ..l 3L
UL slos ile s b SRSt o) o8 G S
IS e Gl OIS sesdd; o les muS sba o

S 2B Gt 4 S sk s 0L pl

aopslle wmly Dlgame bl ) ol gladle
Georgakis et al., ) cul sl > b 5 Wy a iSCile
(2020

MSosba i pln s Of 3 Shes 5 GST
SIS dres fn 5 e el b SLS 5 ey sl
O P [
Wity n isd e fUs Glagal 5 48l lacd sle
Wlg e Lol Clitie 5 o sladl dad 5L S
Eder and Cosio, ) Ll > bt glay sl 51 olad gol
S das e 0L oS 5 SersSsn lallls (1994
@ S ) 3 e SO 4 Jete a5
Slwmsl o Sl Glags
oy sl 51 o 3,118 5 13 GST o3 54 Ol 5
Ol o 53 ol cal b 5l e K5 o
(Rezaeietal., 2013) 555 o 5l e Jls b 5 03

GLGST b=y Kby (3l dalpd it sla i
AT gl Sl oz 51 5 gla 5 L ablis s alS
el LO3SL L5 OLlelS Ll 5o s glagal s
Pt 6L‘°'C"‘L= 05 oy Cyged Tal ol gl WWGST
clTau sl gl glaey S 51 SO olos ib 5 Ljls i
osns 4 el 5> GMGSTUL0-10 U Glycine max
Sl T ol 05 Ol LRl 5 SMV) e K15 50
w5 syl opl (Skopelitou et al., 2015) <ol sms
2 oS Sl b 53 cilsie Tonl YO o 55 GST
Babu et ) 555 oo WISMV Lo 31350 s s 4 (S
GMGSTU10-10 o35l Sails 5 Shee (al., 2008
Sl iSly ol (Sl gsds e b SlS] s
Sl s b5 w8 e U 55 1) 6,505 5k sl
Colb SWl Ol oslleas 5 0 [2STs s)ly (godaze
4 01k S5 Jer s sl ! KM e -
el ol OF Sl GSH) Ll p w0 055608
S sl il GSH 3L chale Loyl 5 55 GMGSTUL0-10
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SIS L e 2 3 D)3 slag B oS K
L5 o ol R o Sk Vo) pseasls 5 s o5l
Sloles S 1 3 s ime S pon GST ol b
Olsee GST L ol e a5 Ll 31 i35, 00 SUL 2ulesl 5, 4
Sy goa 35 POD 5 SOD wle Sos 0laenS| 5T a5
o e dasOLES el 4, UL e 55 plas )3 s pe
Lianetal., ) ol 55 olS Slasl o1 glacdlé ;5 GST
.(2020; El-Ramady et al., 2016

WLGST :0WLS ;5 GST g5 Jblu 5 05 Ols (2
Lol sgam Gy U pliimer 5l olS sad e Jol e s
o3 elS 53 3 GST cilwes slagy 5T lad 5 s s &S
ol sl ol et s g glaldl s @ s
53 sdes sbas TaU axws (slag 5l (Soranzo et al., 2004)
Phi azes 3 eIl 55 ol Ols s 5 lsa slacil
s 5 33,8 o edalie Liug, glacdl L3 Ol o i
Lol s 5 Lol Ol Js s e Ol sl S| s Zeta
slacsl 55 WGST Ol 08 g polat] Lol sgdme 25
et il sl 5l e Wi e alS
Jyere jsbas &8 ZMGSTFZ 05 (Jls Ol ysas 4S5 5bay 1S
sl b oss e Ol (Zea mays) <yl olS slaais; 5o
Sypie 75 Sps i s w3yl ol Ok Scile Sl
.(Taylor et al., 2013) ..

i F 90 g 53 edes jsba WGST 05 0Ly okas
Oy bl e (935 Lo ol 8 adl 5,8 o 50
Davies and Caseley, ) dil o 35 50 50 o 553, 3
S oSl Loty 51 S e Ol ey (1999
5 el sl e sl selas g s selasen (5,8 S
o ge a iSCile il 3 ediS sl LS 5 58 )3
5 ZMGSTF2 a5 55 55 55 Wl 5 O3 Ol L5l
5SS ZMGSTFL-2  alss e S5 5 ZMGSTFL
(Taylor etal., 2013) 5,5 . GST Ll eI

WOLllkey GST )3 syrse Glaysisnsn b 3 o
5 LOISI ST i 5 55 oS o gl 36 OlalS

5SS WGST it jeme Lot ool L allis
L oablis lp OLLS Ll b sbs bS53l
Glos S Slalllas e opl 53 5 Kien s b gla i
Glacossdos 5l (ol @m0l @5 S50
L oSS S Sl e
L MRNA =be 55 05 Ol il 5 W (S 555
s o Ol o LA S Sl ol 53 1) WGST 55
o3 5l S S K (Sylvestre-Gonon et al., 2019)
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Abstract

Glutathione s transferase (GST) is one of the largest protein and multigene families present in all plant species and other
living organisms. With respect to these proteins, which are highly inducible to stress and internal and external stimuli,
several functions in plants have been identified, including implication in secondary metabolism, growth and
development, detoxification of herbicides, as well as coping with environmental stresses such as drought, heat, and
salinity through antioxidant activity. These enzymes lead to cell detoxification by binding glutathione to a variety of
substrates such as endobiotics and xenobiotics. Most GSTs are cytoplasmic soluble enzymes, but mitochondrial and
microsomal isoforms are also have been known in plants and animals. This article presents some of the most important
recent findings on the evolution of GST, its frequency and structural features, with an emphasis on their role in plants.
Also, the latest applications of this family of proteins in environmental biotechnology will be mentioned.
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