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Abstract

Resistance to paraquat (1,1’-dimethyl-4,4’-bipyridilium ion) has developed in 12 species of 8
genera to which paraquat has been applied 6 to 10 times per year for 5 or more years. In recent
years, tolerance to paraquat has been found in Rehmannia glutinosa (Gaertn.) Liboch. ex Fisch.
& Mey. which has never been applied with any herbicides involving paraquat. In this review, we
differentiate the terms, resistance and tolerance, on the basis of the paraquat-exposure history.
Five hypotheses have been evaluated in several species as potential mechanisms of paraquat
resistance and/or tolerance. In a species, the mode of action may be due to 1) reduced quantities
of paraquat absorbed through the leaf surface, 2) detoxificaiton of paraquat caused by the
enhanced paraquat-metabolic activity, 3) rapid sequestration reducing level of paraquat at the site
of action in chloroplast, 4) alteration of site of action in photosystem I resulting in interruption
of electron transport to paraquat, and 5) rapid enzymatic detoxificaiton of superoxide and other

toxic forms of oxygen.
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EEZREH vehde e KT8 Bkl W
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Paraquat= 1993F AXE —fE9 BLERT R
oz A= rir}t 1955% HE ICIHtol
ofsle] BREERZA Y {Etko] BREAT. Bipyri-
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Fig. 1. Site of action of paraquatand Hali-
well-Asada system present in chlorop-
last: PQ, plastoquinone; Cyt b, cyto-
chrome b559; PC, plastocyanin; PS,
photosystem Iand II; Q, FeS 45, uni-

dentified electron carriers; asterisks,

protective enzymes®.

Zweig %572 ¥E%Us chloroplast® FlIH3 i
A diquat(—349 mV) ¢} ferredoxin(—430 mV)
Alololl HT fHEe Aol dojde WYy,
Harris ™2 1 #5R2 ETFILHE Fa/Fe(—560
mV)E 2E ferredoxing ®hdts BAAHQ) BT
o} figo] Elslo] NADP' o 3827 2 IR# Ffte
ET7F Jepdon FERAQH 2R D. oo 2A
Mees %2 paraquat?] &t EHE 93t 94

BT 558 7]'219_3 7’(: BEs Bt Bk
’;EEJMI dag EEHRY RS fERSIAY. i
BigEell A & paraquate] 46}01 EEE Bt PR
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#Z4] hydrogen peroxide®i} hydroxyl radical(OH
$)0e Eke] HREQA e, Lk MEER By
EILE paraquate] EEE(L EENAN (Ao s su-
peroxide(0; )7} i€ ol rF#EE AU} Farrington
Ve R MR Kol R granad) A para-
quat¥ 1uMe] superoxideE Ahisl=d 7.7 X 108
M™s7'el HE FEBE RESTI HEsigod,
Harbour %% & 55'-dimethyl-1-pyrroline-1-oxide &
o} &% spin trapping E&<L %38 bipyridilium7)
BREBIEo] superoxided) ARAES #BEICIn
#wESAH (27 1.

A4 #Ml M superoxider - o] LR
THIZ fFA3te superoxide dismutase #§it= hy-
drogen peroxideZ #H#aslm, 3 o)lgo] s+
Fenton-type WS %3t t}A] hydrogen pero-
xide®} [FESIS] hydroxyl radical® AT (2
3 2). Harris %® & paraquat @3] o3t £k
B hydroxyl radicalo] HEfEEES HEESH= AEF0
NeisREe] Me{t, DNAS] deoxyribose$} thymine %
£ methionine, histidines} 22 opv| =fS HHE
o224 e #EE HEdy ®Esdd 53
¥EE thylakoidiES #5k3l= UM diF-Eol
linolenic ¥ linoleic Bgx} & A [RIEE S 2 M

Fig. 2. Sequence of the electron flow from
iron sulfur centers A/B to either fer-
redoxin or paraquat: FeS A/B, unide-
ntified electron donor involving iron
sulfur center; Fd, ferredoxin; O;, su-
peroxide radical; OH', hydroxyl radi-
cal; ox, red, oxidized or reduced form

of electron carriers'".
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Fig. 3. Paraquat-induced lipid peroxidation of
a thylakoid membrane polysaturated
fatty acid molecule(18 : 3, linolenic
acid)'®,

BEFEE AR ARss 3 BRA sy
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3).

Biole X Bl A REE paraquat?] iG]
B RE % FE71 4 Relolule) BE e
heE Yee e BEsld daidez FH
EisEo) didle 713 we] FEE chloroplastfEe)
el BHE seskel ololA JehdE MY &
M= KoHigo] i 43 AIEERS R
g S8 FAEERZA RESD A, AF7R)
paraquate] {FA #ke) #AF Y i Ee
FIK BRd T3E BT HF HEY £EE K
BoEAtol o] HHA. REEMES Lo E o] Fo|R whid
o], paraquate] {EHIELEQ) photosystem Io] ¥§}HE]o]
A BTEE ENES e 44 L B &+
B3 A @gty] Qo] EF SuREs 5y
paraquat®] FEF EE BF Fo A3 PFEE o1
wEHS AA gk

Table 1. Plant species in which biotypes, cultivars, or mutants have resistance to para-

quat’®.
Approximate
Species Origin resistance Inheritace
factor

Arctotheca calendula (L.) Levyns  Australia
Ceratopteris richardii Brongn. U. States 10—40 single gene, recessive
Conyza bonariensis (L.) Crong. Egypt 100 single gene, dominant
Conyza canadensis (L.) Crong. Hungary 170—450 -
Erigeron canadensis L. Japan >100
Erigeron philadelphicus L. Japan 250 single gene, dominant
Erigeron sumatrensis Retz. Japan
Hordeum glaucum Steud. Australia 250 single gene, semi-dominant
Hordeum leporinum Link Australia
Lolium pervenne L. U. Kingdom 6—10 polygenic
Poaannua L. U. Kingdom

Youngia japonica (L.) DC. Japan

4—8




Paraquat EiitE ¥ Mt FRe HE

Paraquatel ik Itk Sa7HA & HHRMS
2 85 1218 ol thekdt EfEd HA vera
dom, 1 Fo 10ffe] HHlE WiHe NYydes
paraquat’} RIH mEE koA 23l fHERE
SITH(E 1), thR-E9 HE Mol N HE 2
Bleo| FET ZH E2) Bt B2ty paraquate
i3 AHERY RENS £RE 50% EHINH BE
(Gly ) & ##tog vmsle Hikol osle o] F
ol A th. Erigeron philadelphicus® &} E. canadensis®V
o EHHEREEC] AAY Saitama®} Osakae] B1}F
B gl 2tz BREUY ¥ AL BRE #E
BiERE At 104 LlL paraquat® HEAT M
oA dAstgow, GlyfE F#Eoz I &
H) 3l 10065 o9 & HEHHS BRI 1970%
Exe HEH BEE 93td I$HQ paraquat
BT fEe] EHEY ol Ee] Tahrir B Hiiiel A
Conyza bonariensis®™ o et Pikk ol ojzigo] A
& BEHUDL Comyzee ERAE 98 FMmso]
Qe Lo 2 A paraquat o] FESHEM RERE|
o o3 HE Pkl 5 HHe e SHE
i Mol YOINE R HEs Ba=EATHe.
Powles %2 Bl RIEHAT Qe KFH
ol 31Ql Hardeum glaucumo)] QAN RSEHE
ol Hlste 250%% ¥-2 paraquatel] of g EHHES
wiEstddh

HEE Ep) Jdolde £F4E =R Lolium pe-
renne) &) paraquat itk FfEo] b Ireland¢d] F+
BlE 5N EEER oY, Gly e oA &K
o) REHE AED EHUE SEQ] PRP I Abo) o
¥ 6fte) ZRE BYTH*™. PRP & paraquats}
728 bipyridilium % FREH|Q) diquate] SN =
EHHS Jehid o, 718 OE BRERE hat
AdHe BEHEE B2k Zo M= B &
9 Kwangkyool A &%t 2] Hoode] w]shed
ok 10ff A= 77 Khitke) MEHAN.

5 % Paraquat HPt: 2 Wt BE BE 377

LIEizAZ] S-alvedodrs #ERE paraquat Kl
EE M HEHS @EE vl o), #E it
AR BREHIE el BEA A M (Rehman-
nia glutinosa) 9] paraquate] t)d fiftko] BRI
oY iR o] REM BEEL 0.8g aihalel
B REAA RE SAK%ZA e MEded,
) 7%= 6.0g aiha oA 50%2 E4E
L7 el ol M) paraquat Witk
& HiSE paraquat T V)8 BREHC] dF B
o)l W3 gl HREBAAM BRIADGE HA
AFA |EE Ehitke B9 EoyEHe.

HES ¥l £444 WHEA SetaldA
£ F2 24 Db AN o) MRS 2 B
o K HES AR Pl B¥HE s
Aok, olm] #hiH paraquat btk BB
F#o] paraquatell K REE M A
BERSQ wbde), HiEdA e paraquat Titt:
B w9 Bold A=A #HEY itk Hrrl &
3 Higte Fdzcs JEEEM HBRESY FAE
FARE P 2o 2 &FQ BEPR BRE #5T
F AL/ FAld, Mk olFojd BEE R
BIsE ol HEEY & v £, HLBY B2EE
e RHte Aoz #iggd.

Paraquat EitE #48

1. Paraquat ARME, #1729 BT X (K#el ®X

At o 2 [REH EE BHRE AstdMe ¢
A 2R BRERPDL Ml N2 Rk == BTH
ojolnt o2 YatHoz o)st Fitsle] paraquat
itk #Ee ghelaal B BREC] )R Y
o®. L perenne®® R H glaucum® 2] #HHik: &l
RoiM = Ko RFEE paraquate] E KH =
Ao Sfidts BEVE RXH B ERE R
o]A @gren, B i ARV FEo=o BITH
o oM E ERI} al&o) WEHA C. bonarie-
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nsis'®9 Aol EHE M o 2E para-
quate] Br7} dojkon), YlEE T petioled
B3l ¥ paraquate] mesophyll fif=z el #
o] HEHE A HIRHAD. o) FAME R
22X, E. philaelphicus 2 E. canadensis®® 2} £29)
B EYME EEH AT e kigos
paraquate] Rzl dojytron), {#E o)A
mesophyll #lE=¢] paraquat Bf7o] MEldozn
ol2 ¥ paraquate] HIFRE FHEho| HHM HHol
FRY Aoz #rdAt

Paraquate /MR A KEMbo s 5
Hol EntEg &) HHEM\ A 4-carboxly-1-
methyl-pyridinium chloride ¢} methylamine hydro-
chloride7} paraquate] ¥ofi# Eipzr (Yt
o) F o] follA MR FA Yojub= para-
quate] RE#E MEs=d Yo¥e AL w8
ol gt EIMES Ml Hikol BRIAQY.
Funderburk$} Bozarth™ % Summers®¥:= para-
quat$} diquatz} i 4K et GmEE
B, MmN e Addes LEsittn §
Hatdr). L perenne™ o) lo]A paraquate] L=
REHA Fow, FHY WEAMNE C bonarie-
nsis®® B FWol Mol KM FEBo] paraquate] ft
A TiEE o) BESIA gedn Q.

2. {EA#SE FE| paraquat?| Fait

EPiM: M)A paraguate] Wiy, fERIELS] 15
R EFEREHRY Etho] KK MR wastd %
71 gAve R BREEZ FEH dxyez ff
RiEi7t=) 9] paraquate] #iTo] HER Aolzle &
ol FRHJTH. C. banariensiso| A photosystem
lo] HFEGE kel BFIAM M wg %
#7} = ubdol, XEY REY paraquatol] o]3}
o yelhd i vive chlorophyll fluorescence Tx
chlorophyll 3f#ell oIM Rt o) Ktk &
Atolel 7L WESHUAHE, o]3 ERE F

FiEhol A2 paraquat {EtEo] BHRE T 1SS
3l AL2A C canadensisV VM x o]9} §A}
3 fEE7F #E o) ¢lvk Shaaltiel?} Gressel® &
Conyza spp.2] paraquat Hiit: o} Rt fEoA
S B4R A paraquat BEEEC] #AIRLo] RFE
BE #EN £R7 deS BRIln, fFHERe=
BE &t BF £ paraquatE [EEEANZ & s
Ehih: #Fol AT #EsYrh Powless)
Cornic™® & H. glaucume] BEI/EEE K#EAAN HE
& BiT8be KFEEEIFMAol paraquate] 9jsted i
Hubx) kg8 WEm, WPt HifEel FMEE
SHERe AR T T RES

H. glawcum N A= paraquat?} apoplastol g+ &
ARo 2 FAEY Ao HEHJLHD, T &
Erigeron spp29t 34V9) Bt Mol dME &
#< il A mesophyll #lifg= o] paraquate)
Bho] M=) o123k HRAA paraquatz}t #iH
PMellA oFole] MREm FFAEslr] W&o HEfEU
WHAS) 7% W&o olFF £ 3ivkE BRol
BrdAH®. Bl bl e paraquat FRgE 8%
MEA HiEEe] fElo] FRAATHY. HHfEE #ak
Bl 81l pecting] H ester{ft® galacturonan
Rl o8t MfEEES ol EHME 2A Ho
Ca'? polyamines} & ool 3} FIAHMOZ
A3, a8 C. banariensis2 R E| FEEE M
KBt th¥t paraquat BEE S| ik} EHH: BH
Atolol| A AHRA BEfRE REHA #tH®. Norman
0L AR PR MK TEME H5
e ddez BTV MR FRHoE KK
JREES] #MEEPO] paraquat W) T FEr) -
szttt 5 skt

ffaA A Ca*?, Mn'? Na*, polyamine #§ 2
71et B S 3N SEY g R ==
B e &EHE she 9 E(vacuole) o HAE
of 2A%te, EfRel thE paraquate] THE )
#I8he paraquat [RlE HSEE=A dxo] fEle]
REAF(2Y 4). Fuerst®} Vaughn= i)
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Paraquat
H3N-CH,-CH»-CH3-CH3-NH;3

Putrescine

H3N-CHz-CH;-CH;-CH,-CH2-NH;
Cadaverine

H3N-CH;-CH3-CH2-NH,-CH,-CH-CH, - CH-NH;-CH-CH - CH3-NH;
Spermine

Fig. 4. Molecular structure of paraquat and
three polyamines, putrescine, cadave-
rine, and spermine.
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Fig. 5. Models showing alterations in para-
quat transport which could result in
sequestration from the chloroplast. A.
Influx into the cytoplasm across the
plasmalemma is reduced. B. Efflux
across the plasmalemma is increased.
C. Influx into the vacuole across the
tonoplast is increased. D. Efflux out
of the vacuole across the tonoplast is
reduced®.

ol X} paraquat7} oFo]29] WRER FAES7] W&o
Ca?* ZFo] Jol&E9 B Flld) DA HFE &
FES B39 AXuz RKPoER (FREAA
9] Eftel gyERY R #Eslch Hart 22 2
2242 iRl doJA] paraquate] symplasmo 2 2]
Rl #dsle HEER FES MiTaAT o

5 % [ Paraquat JEPUME 2 THE B B 379

oA #EE FRNME paraquate] Wir} 271 F
o] &<l putrescine® cadaverined] ¢|s}e] EE&HYO
2 HESE W, 47} 9Fo| <) spermineol ¢
st JEEIGMIeR HEES B3ln, 2 gole9l
diamined ojste] RS 235l BT BFE &R
Bl 23 paraquate] Bl dolde 7 E
AEESIATEY (29 5). E3 paraquate] BEE =
g Bl Ca', Mg®' o La* o o8l Ipgiam
o8 HEFJLH®, calcium channel Q)
verapamil®} gyl fCHHES cyanided o] 43 &
Egoll A paraquat?] Uy #E%7} calcium channelo)
ol MiVE ATPY Kiox ES v geg
RS ATY. S B mile B K
o BERIAMT &Rl Bl B fAE M
S JEATEY. BTols itk #ifEd gloiA
TR e 8o o8 EHEHA paraquat®]
Holtol MHIE vgE T 18 HJ0P0.

3. {EFRLS B

B BN Jehds paraquate) §EHE KT
& A7) st (FRRGe B SR8 RwUis
<o oA AF7A e WIES ulRE (FHEL]
st ERBE oz REWEE 7 2 ch-
lorophyll &#29] #{LE FAsI71} photosystem
o] BEFItEE ol paraquat Atol o] BLEE FFs)
 FEES HEIY. a8y BAEsA PR
K#EN A el paraquat B #ES @GR
ub glom, PR RS diol tE btk #
frel HEE st 94499 HiEEAM nEo
$E Boloh

C. banariensiso)| X Hiile FEHRWPWE Hpo=
paraquat( —446 mV), diquat(—349 mV) 2 triquat
(—538mV)E BWTZEME=E AR5l photosystem
I(Fy/Fp) o2 RE9 HEREE RAAD KRY &
TRAHB #lol 2% Hiitte ERe REIA
o¥ste}. Powleset Cornic® & H. glaucum o] ZEHGEE
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o} FEHEE KA JREEE B/ % photosys-
tem 1 BT US| paraquatel] chd BULEE
Y EROIA Bt B 2RV dee #®E
Btk Paraquat #KHTPEQ] Kwangkyo fE3} Rt
Hood fEo|A 25 1uM paraquat JREEA) o FHESR
9} mesophyll oA RFK ElEe] HEEE B
sat, oloia 3 —He BRES 3 F 8
7ve] KEEM:e] %E7} paraquate] mesophyll #HfE
29 BEM £ERAN BEICDD REISIADD.
Norman 202 Conyzao| A FE5IE 3R thyla-
koidE& o] &3} paraquat | m= & thylakoid
W S #EEYSl malondialdehydes] 7kK#ES FRAES
o ZH BEHiHE o o)A photosystem 19} BT
HE R B} ge-g @mEsdc.

4. Brie BESRC| iEME X

Paraquat= #E#F#EZ 9] photosystem Io|AH EF
ZigEe fEAee] 1fH oleos BHy BE
et X AdAo s EHL REZ @HSPAAN su-
peroxide radical® RGEA BT Supero-
xidex 7% BE{EH€ zt& hydrogen peroxide &
= hydroxyl radicalzZ ##a=ol(2y 2) fEHEI
el HBES JeERATH®. o33 HiE BMEe

ferredoxine 298] A4 BEF {HFEd IiM=
AREEE YRl E Halliwell-Asada 215492 ¢
Ao e P BR7F Faedch Supero-
xidet= superoxide dismutase, ascorbate peroxi-
dase, dehydroascorbate reductase % glutathione
reductase §5o] PE BRSO o —He FES
B3t FFHoz B2 MLAPV(2¥ D.
Paraquat EHitE FHiel oA o] BEEEY o
F&o| paraquate] EREY EZHE FESim=z
EHERRE Tate] FtE B FEol stedive
oA B2 HEER R¥) paraquat HEHit: S
2A FEREQAGE 2). C banariensiso) A supero-
xide dismutase, ascorbate peroxidase B gluta-
thione reductase®] j&tko] HHtE e Ao =+
Z} 1.6, 2.5, 2958 HEAEYOTW®D L perenneo
MAXM = BB BERo] fEfR0) whe} Rttt ol W)
3bed 13— 16457 tEhnstslch. Furusawa %208
HBRE R oldte] B paraquat HHitke] Tl
cellusoll 4] K% superoxide dismutase9] EPES
Bo| FBE ME EE Ho) BAH oe H\in
thol vEld2 sRupstgth b Co banariensis™

2 H. glancum® R Ceratopteris

0 Erigeron spp.
richardii® | A JERY= paraquatel] wigF EHiEe

BUEE EESR {EHE R ERIA dedn W

Table 2. Relative activity of oxygenradical detoxification enzymes in paraquat-resistant and-suscep-

tible plant species®®,

% susceptible

Species Superoxide Ascorbate Glutathione
) . Catalase Other
dismutase peroxidase reductase

Ceratopteris richardii 60—92 113—138 109127 100—109 -
Chenopodium rubrum - — 91—-119 117—-233 105—161
Conyza bonariensis 160 250 292 - -

C. canadensis 84 91 — 52 94
Hordeum glaucum 98 - — 102 63
Lolium perenne 127—146 - - 122—143 105—132
Nicotiana tobacum 1400— 15900 95153 - 5-26 -
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B G E B BN Yehges B
#OEEEe] 1EE BT EhHE BBE e
HiE BrHA SRR fe) HEREEn A, C
banariensis®) 790 Gl;, {E2 FWEY EIE 18
oA oF 100f5e 2E®7]1 ehygon, paraquat
o] 9)8la] superoxideo] EEEZ} 10— 20fZ74A
®hnstd ot 2elu BHE Bl superoxide dis-
mutase?] {EtES L6fF HEhosledl 2359, o) HfE
o)X WS paraquat Bkl oA BIE B
k9 & B o)l tE Ehik: Bt 39%
Ahetko) REEAQT. =H C banariensis$} E.
philadelphicus ) EHiME0) paraquats} AR {FA
BrEol o3te) M-S JERNE bipyridilium & Bk
&8 diquate} morfamquate] thate] && oE B
gho = e FFESOTONME ThE BN EE
o] S R AUrh

;
[l

X274 RI¥ paraquat M gl @
Be Pl BESY 3lolM paraquat B R
BiitEe] (KT, paraquat fR#FI9] HFAPED
550 (el ] o] E(E025Y ) [5E EESRe] (EHE
HAOBRTHON R E JRETORN o FolA I
t}. Bfiol = paraquat®] {LEREEENY HEbkol MBS}
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