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Advances in plant lipoxygenases research
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Abstract: Lipoxygenases (linoleate: oxygen oxidoreductase, EC 1.13.11.12; LOXs) are encoded by a multi-gene family in
plants. The LOXs are monomeric non-heme, non-sulfur iron dioxygenases, which catalyze the incorporation of molecular
oxygen into polyunsaturated fatty acids containing a cis, cis-1, 4-pentadiene moiety. The LOX isoforms are distinguished by
differences in optimum pH of the reaction, pl, substrate and product specificity, spatial and temporal expression, and
subcellular localization. The function of various LOXs in plants has been suggested. Some of the physiological processes in
which lipoxygenases have been implicated include wounding, pathogen attack, seed germination, fruit ripening, plant
senescence, and synthesis of Abscisic acid (ABA) and Jasmonic acid (JA). During normal vegetative and reproductive growth,
lipoxygenases have also been suggested to act as vegetative storage proteins, participate in transference of lipoid, and response
to nutrient stress and source/sink relationships. Significant progress in understanding LOX families will be beneficial to the
application of the LOX in crop breeding, research on new-type phytoalexin and food industry.
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H 1932 415 U & B AE Wi A L (Lipoxygenases,
LOXs; EC 1.13.11.12)J5, NeEBEAIBFIEEE T2
KRN, FEshYr . R R R Kk B G I AR
R LOX e EAZ AL vh 2 5 AN R 1 R (4 £
W, EAEYARRE B AAES AR AL, LOX
5HYMERES . =g GERNMYE E4EY
A,

1R A AT R

LOX fE— A& dRmer R E KKK, £
YA Y s AR . DA E MBI 6
AN LOX JE[H, ThEASAT 14 A4 LOX HEH, FHif 5
AN LOX L[N, KEA 9 4~ LOX P, 7r H Al kg
Py AN A BT LOX LR & B,

LOX fA7E THE W An M A fwichr . L5 ANt
R BT, RBA 5 MARE LOX, B
T AlEER LOX b, FERORIARRE | T A= A AN i I
Rt & BT LOXU™N. R R A 40 L o I R 9 o o
B 6 FpRRTE LOXMOM ) FEgEsE . K32 FHili
T R I S AR R SRR, g R
19 LOX FE7EM 1)) 280 LOX 1AAE T MG 1A 5 v,
H7E 38 3% v iy ik S AR 8 R B, AT LOX A7
FE ORTA] LOX RS 2 52 43, 45 2 18 A B ) I
)26 5 —ig, A Eh i I A A A 2 ST AR R R T R
HIIE AL

2 iR A A ER B S A Ao

LOX ¥ — Z AKBEL AR, 4 F 0 94~104 kD,

E—MEAA MO RS A A g, &
BB, o, It n, A SEESY pH (E
5.7~6.44, KEGAFrA 3 Fl LOX 7 T8, ©A18)
i pH fH. PFaEr: . 5 Ca¥ kR, FhAUK
T — WV 2 BRI B YRR, KR
Ffi - 3 Fh LOX [A) LE§/F A AL & B, [Wis 751 h
N KImEA 12 150 4S5BT B-Afk &5 4
(X3 1), Ay Ca® 24 WG PEIE X LOX S H 7
Pyt A A BB e T T, T RE S AR AR AR E T
HeREAT G C AR Ui o- B HE 548 (X 38 1D), 7F C K i
H—B 40 NEIERA AR X, P udE 6 4
HETRM 2 DEEEIR, fENMEANEED LY
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LB 10 AT LU0 A8 AR DU R L 28 K

HRE AR (1)

3 BRI AILE A%

LOX AL HA N, Ni-1, 4-5% IS 2549 1 2 A

T A1E Wi B2 (Polyunsaturated fatty acid, PUFA)AY Y
A4, 4R (Linoleic acid, LA). WEJFRER (o
linolenic acid, LeA). &4 VU4 B2 (Arachidonic acid,
AA). A5 IR A A — R (XS —1E),
A LA S AL B R Sk, A LOX 73y 226 i
1k LA BREEE SR C-9 Fl C-13 % ki) LOX 43 HIFR
4 9-LOX Al 13-LOX, EAfiT%A L LA 7351774 9-5
13-1f E AL ST . K280 LOX H ek LA fkdik
B C-9 3 C-13 — M mi Ak, H—2% LOX B
A WEE AV B 5+ PE (Dual positional specificity), EI'E
IR RE ATk LA Bl BE B 2209 C-9 %Mk, WRgfiEfk C-13
Ak, SRR RE C-9 Al C-13 AL, AR ARG 4

Ty

PEE, MY LOX 730 2 M MEEE R 5 — 2

SRR T 9 25 BE AL (>75%), I ELIA AR5 7% ik
JFH, BRM 1-LOX; 53—y N-vi A o0 1A B ik
JF 3, AH IR 2 1T 50 R R A A (~35%),
FRoA 2-LOX, A LK MiXL LOX #FJE T il iR
13-LOX iF %624,

Domain |

Domain I1

1 KE LOX-1W=#44i#r=Ee

Fig. 1

Schematic diagram of the three-dimensional structure

of soybean (Glycine max) lipoxygenase-1'%.
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TEREYI 0 K& ok AR b, A0 P B U B A0
RABUE . AL PUFA JE 4 & 1525 (Oxylipin) 2 R
Uil b 2 2 —, PUFA BRA6 AT L 4k
FEAA AL, A U A AL S PUFAR 2520 B
JON 22 AR KN Hoh, B M 22 72
AR S, T T T 1 i i A ST B ) ) 7 ) 2
AR B DG A R AU IR 5. (e LOX
HEAL I SOV R, PUF A S8 8 R A TE IR S 1 e Dl 2
2l S AT

LOX ZZ UAENE, Z/DMEL 3 Bl R A O
B 1) R XU S A SR (e 48 Ak T N );

2) S AR BT I IR PR Al (Ui S A G S 1o )

3) FE A IS I L =R A R )P

FEAEBRZEAETS, AHP P R0 A Ak S 0 2 de
W), FEEWE C18-PUFA ., it A LA PUFA iy 2
Fofr DX S5 5 4 A S 2 ANl S ARV R e 1) ik
FEVEF AV fE LEA H, AIRETE C-11 Fl/8f C-14
#H17. 76 LA 5 LEA 1, HA C-11 BRI LT
HEHE A0 2) SR A DS M Bl ad H al AR
R T HEHEAT .24 C-11 A2}, 4 T RE1E
B [+2]8k[-215] A, BUAIHATE C-13 5k C-9' (A
2).

M T4 B (12, 42)-1% ) PUFA, LOX Hn]
DL AR T BRI, G B RR R 1Y R 77 A= 0 e] DA A s
JCSXSF 1) AN T L g s 2 5 T Ak 4 A R N 1)
o-fi] C13-feiEREY ., T 2 i5E R4 LOX th
e AL G TL G I (Ester lipid) A %84k, WN#ENE . TAGs .
JIFLESS P, A AT R R AR 1 R A AN A R
REWE LOX fEAL AR,

H_H

.\_’_..\‘_,..\__‘_v:\.\ e~ CO0H
H VL Hydrogen abstraction
e ‘:CAJ e ~COOH
[+2] / \|_2] Radical rearrangemen
A AT COOH oo 45 COOH
l l Oxygen insertion
i S t COOH A A COOH
HOO OOH

B2 LOX#RR®
Fig. 2 LOX reaction™.

5 Fg B A 0 3 b

Y LOX Z2 5P ERKEE A E %
BB 4 LOX 2 514 B R A5 . R
Yol o FFEcE . RSBV MR Bk R
(Abscisic acid, ABA)FIZEH] 2 (Jasmonic acid, JA)&
A%, LOX t7E 1E & (R4 A 1 A AR g AE K el F b R
R B FFAif R AR 11 (Vegetative storage protein, VSP),
S HIEREHK, USRS U7 5 7 RaE, W
IVE=£ 131/ ST AN
51 #Fiay LOX BEAMEEBR S 5/

TERN TR B 1k Fith, LOX A B 094 FIh g
B R SR T4 3 FP LOX, Midk=ixX 3 F LOX i)
KE, HEMSIER KERAHEES, LOX 7EF
TR g O

1€k (Arachis hypogaea) i W # A 1 o |
Aspergillus spp. J&& J4 5 & PnLOX1 J& [H & ik .
PnLOX1 AL =81 (138)-1d AL R -(9Z,11E)-+ /\
fk — 4% 1R (13-HPOD) 1 (98)-3 Ak A -(10Z,12E)- 1+
I\ Bk —J5 R (9-HPOD) 43 1l 2 F1 0 8 2515 LA 410 1 741
A S, Ui PnLOX1 76 HE 4 - 32 51 A9 AR B A A o
AR MO,

52 LOXEHEHRSEMERENA

P8 R 4l AR LOX A, KEr
LOX HEFMAAN mRNA [y ZFAT LR LN B
LR, ERGHEAERKKEHYIME, T LOX
YERZ — 2 R A N B R 4, [ 2 Pl 5 L
MR EAS A, o sh bR i,

TR TR R R T, 8 B g AR Y
RS T, i B A () LA 387054k LA-CoA 5
13-HODE-CoA it A Z. s BR1E A B-42 AL 0 i & 1) o
JARRF R, 5 R RS A B RS LOX BN 2 FR b
fEWilR, r=H&— . 8= 13-HPOD 530 =Wt H
T, SR NE 7 R AR 25 20 D 105 A gk 2 i e i 38 i
W
53 LOX Z5EYMEFREK

LOX &5 o EH A K . POTLX-1 B
LOX-9 &Pk, POTLX-1 7ETh4% B 2R AR o 3k,
POTLX-1 mRNR 4} BL7E SR 25 (1 RN J5c 176 SR b A T
IYe FEIR L POTLX-1 A6 I 44 2 LOX 15
PEREAR, TE R PR/ NI WY, 77 iR AS  7E s
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B RGE R, LOX Al g s il 15 40 i A 4 nd 4| Ak
WIS ARG AL, PR ML FE,

JUMERHEYIE T, A LOX & H AN Y
mRNA f£7E. 1 P. vulgaris #2198 §1, LOX mRNA #l
EOFEEAETARORE S, ER KRS,
FIRIKE T R o e IR v RE 2H ZURIAR 9 2 21 rp e 1Y
RGN P AF7E LOX, LOX WIFL R I BE S5 MY &
EEEE SN
54 LOX & 5RMIKREIF K

B AAY LOX JE[F4 TomloxA, TomloxB,
TomloxC., TomloxD. TomloxE, 7& RSz kit i,
TomloxA. TomloxB. TomloxC FI TomloxE 7& 55 H
BAFRERFEE? TomloxC 1 TomloxD &0
SR LOX, BR T RIREHAT B L fig b, ALy
LOX FIfig 5 XIRAFRI G Co WM& LA K,
BCLE SR 0] €8 5T R 5 A o) R v 2 5 IS AR B Y I
figg >3, AR EM IR FAMM LOX KIE, K
TomloxC 215 7 it AU ) ot 1 1 %44 T 149 TR L
TEFEFLIN A h, TomloxC 1) Jsz SCITT 2R A0 [] 41 7
FEAS B 5 5% e oAt Al 10 480 Ak Tl A 2R 38, (R 3 3 2R
SN rh IR 5 R AT A i R e AR ) 5 iR
RREAR, T O T ok 2 1) A 325 9 R IR e i o
TomloxC mRNA Jl/> iy 5B 7 L0 il st
1, TomloxC I AN HEE AL A BUXUARY T, 12 B 56
fiEf 13- EAL AT AEY AR, 5 E A
AW B (HPL)RE AL 7= 25 Co 45 & s el
55 LOX AILMEAEFRFEREER

LB 2H 25 A it e A 1 AN [ o= v ) £
W E H, FRA VSP(Vegetative storage protein), VSP
FEAE T K &M 4E45 5 (Bundle sheath, BS)¥& i1 Al
il ik i P (Paraveinal mesophyll, PVM)4iJifl, tifFE1E
TAE . BRI A JERES . VSP DI RE 264 2
KA, ZHIREKEBL AT IR 5 ET s
fig 344 FE 2 BRI (Sink limitation)(Bf 25 & 3¢ 5§ 2
43, FAR. BUK . B JA BEBL T, VSP 2R
FERMER D R, KErhEA 5 RS
LOX #H(VLXA, VLXB, VLXC, VLXD #1 VLXE)
&R ) VLXA | VLXB #l VLXC 7£ PVM 4
MR, BRA IR, EATEERBTE BS f4ki

MMEIMII, 7EZ PVM A= W Y P A il A v,

VLXA. VLXB Fl VLXC A fE522 55 8 11505 F/ak
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B A1, VLXD RFFE BS 1 PVM i,
VLXD J& K 5 v i 32 B AR 111

KEGHBERMTFRENELE T EREM
[B], RAKER LOX M VSPa, fEM-FIHAMN, B
SeIR DX S 1, FERDFIE AR ET, VLXD F 2R
T8 PN SR Bz v R B A A0 R Y i VXA
VLXB fl VLXC £ 557 41 e )2 (Mid-pericarp cell
layer, MPL)ZH Jifd i 200 it 5 v o MPL 41 i 1) 441 fifa 2%
/RS, M 20 B s IR G o XY W2 RE FL A7,
W& LOX M40 W M MPL i, LOX 5 HIEY
Pefih, fih 5 LOX A& B A8 s i B
5.6 LOX fEt&E¥ps#E+rI1ER
5.6.1 M

JURMAE I TE 52 B LA 5 5l R B fe, 40
B ARG BB LOX B 5 489515 S, LOX 5
LGS PR A A SR 24030 LOX 7R R
MyLAFEYPWIEN S THEMARZINHFG,
LOX & [ it S o iE s S mIbgn, B iy LOX [F]
il . TR BIE R 2%, LOX 5 ROV FF
(4, MLALH5, LOX A RS Eefmdi fb s B

UL I R A AR A, X A A i) iy 7
& LOXP»0 -2 A6 0 A i Ak LRI AL IR &
RGP, — S 10 453 4 AR AR R T R e T SRR
IR FEBRA T, IR AR R FUBE B H I
A, B i 2 AT A B SRR R R IR
TAEM K LOX TEf I i =, Rk, HAhiy
A X WAEFE G175 T I AR AR TR & A

LOX f#fb/=4 M JA FI@ {52 (12-Oxo-10(E)-
dodecenoic Acid, Traumatin)fEFE Y A= Kt B
PAEFER . R e AL D @ms, N
7 FAARR A2 475 40 20 Hpoi ST B 4R AL 3 A i 197 9
JA FIHEY) —J%ER (12-0x0-phytodienoic acid, OPDA)
Jefi 501, ZmE, JA Rl OPDA & HEHEN. JA
5t OPDA A2 FAHY) & BB 5 & 3 ey o
TS Bz A ek B TA B4 RS TR 8 05
F R 2 SR EETOHOT, Atlox2 i Feak i %
FERAU R IT B JA Wb, 28015 S 1 vsp JE A A 3R
RACEREAR . TERPIZ W05, B JA S A A
BB A B ZE S A e 1o R EE A A

MY — B Z B, oAk E Y 2GR
(Hydroperoxide lyase, HPL)i&4%& I Fr A r=4)—Co6 1%
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K. EEFNEE RS N, X S b G W AE B A S
WAERE S5 ;T ., (BE)-2-CIRmIES 5P
TS ARG Y JA AT i R A Rk, (BEABRIS 2
fib JA W 137 L DR A ek 0, BRI TR R R, R
LOX fiftE A2 {5 500 7 & h /. LOX H3 js/b
(5% FE IR Sh % SR A it AR 32 B 4G B2 B4 0
JEARA, BEA R AR Z 8 TA; JTA AR 8 7 L
EERLI E RSN, AU B ) 1T (PIN2)
1 mRNA 35 £ 76 87 A2 B A 70 Rk, 22 504105
Ja, —MY5 JA ARFEEIHIEFTRES 515 R PIN2
mRNA R fEM-gkkrh, R LOX 456 AR Y
FEE, AN R a4 0, DT 5 B0 A v 4 Ak
ARG B o X AL

5.6.2 HAZYRH

TP 32 3005 5 R R B, Pk b R H 5 &
AP LOX T RIG 2 . KE LOX i B HEhiit
T2 2 A A ST JRR TR 0 I b PR 4R Ak A el 28 Ak B it
F— SR A A ), XY R A B . LOX i
A7 Wy AN O 1 45 X R s S ) A AR e, S A
TR O A IR bk 2 A 7 O,

LOX BRTEAHY Wi B g syl b, dd 15
A JLT BT A 3 R 5 | B S ) i R SO ek
FEVERCT, Y2 B0, B &Y i
RS V%46 ol W 2 N S i g 1 v IR iR VLI k7]
[, 4RI A AR P BE DX 43 3K SR, DT AR A I
LS XS L R LOX AR, W(2)-3-C 4
IR, R EHYES AR YR S|
shy iy K EUY . ik 5 R (Voliciting N-(17-
hydroxylineloyl)-1-GIn) i J& X S 44 & ¥ =z —, Flix
Fh¥% 2 W Ab 3 £ K (Zea mays), 235142 5| 25 4k
% (Cotesia marginiventris) 4% & ¥ B i) A4,
BRERY A0S EEM YK, T RIEI LOX
A 19 577 40 5 0 1

W Wk B (Tetranychus urticae) 17 % Fl & &
(Phaseolus lunatus)/7, fH#1<: 5 LOX Fil 5 4~ HoAth
B 3L ) mRNA, 300 LOX 36t . 22 3H 5
W7 A 4 2 ) B R R S A Y K kA
R & LOX iGMEAI I, FKgmtE A s iR ik 2, 25
REL#HT LOX B A8 PR A 235 o |h 3 i i 5] mg 41
TR RE Wk [F) Bt FH A JA D, DRI, A 40 6T i ik
056 1) e 12 ABL R JA A . AR SRR ST S

RSS2, B2, JA 37 AL
YVREMTEEIYHES A NE LY IR
PO SRR TA AbERAG TG, 5 DR EEER, A
YRR K H—#5 ¥ Hyposoter exiguae 25 A= F 27 A
B nten,
5.6.3 7

TE UM - IS A AR T R R, LOX k(A 52
AT, LOX XA FWHBi )5 5 AR 15 51k
B YFHAEYIE A A, 85 HR A
)%'*Eéé[4l,63,71773]0

MHHFLH, 9-LOX 7 PEFN Loxl mRNA ({1552
Phytophtora parasitica var nicotianae &Y% 5 .
9-LOX 1% LM Lox1 mRNA 3576 A H 28 A8 4 -9 )5t
AH AT T BERH 25 0 ) - D oRE B R R, 10
9-LOX FEAH 7 5 18 L PR S e sl fE FU . ARSI
Phytophtora parasitica var nicotianae Zb¥Jz ¥ Lox1
SRRV BCAR Y, 77 A 0 A A fBL T AR 25 A LA
M AETY A 2 BT EERERE: 1) R A F LOX 4%
BA BT WG A A B, B i A
R, 2) S 8% ) (Hypersensitive response,
HR) & R 5 4 AE T 72, 5% —28 LOX 1R
), FEAMS A EAE RS, HR 7RG TR B 6
JE A K fE HR s FEH, LOX S 19T g S8 Ak 1 B 45
it B R EE M % &Y (Blicitor) B b 2 1
(Cryptogein)Zb AR LT, HR 7% 2 F LOX, Hrh,
13-LOX 25 JA A8, 9-LOX Z 5 IgHimkid kX
N7, SRS, fSasET-U, 78 HR & R
o, b AR BA R R A AR AE R, B
AMPEAET: . BN LOX M. LOX iR FI4HT LOX
BRI AR TR B 32 5 S AL R 5 R AT T
Ak, 9-F1 13-HPOT fEIZFR S rh g R4 st =),
57 LOX Z5E¥IMMiYE RN

— 46 | OX mRNA HyFik7KF-23 A ABA I JA )
Jits PTG, oo BRI L e IRy L K SR TR
PIFFTETT 3R . REAEZ i . T A a5
B, LOX 93 it O v s 3 m ™+, il Lox
Z 57T RGPS A RN . LOX 765 {25 1 2 4
b2 A5 2R i B SRR AL S, R A
R NRAZ —, WiEEAT 3 — 22 5y ik
B TR LOX REAR 45 Ff 241 i B AS ml 3t 451 3
s,
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6 LOX HHth&kk

6.1 LOX ERFEFTIEREALFRMN

EHPIR, 72 LOX LN Fk E 4 A,
H—2k LOX FEH 12k HoA 4 8U0 5k tE KRG,
LOX [AlZhEEfE RIRI R4 Z b ik, REM FAER
3 A [l S5t B 7 4 A 6 W] h i Lox 1 .Lox2 #l Lox3,
— BT &, HUE TR e K S A i &
B4 - 43 B SRl 3 Al [R) DI Lox4 \Lox5 Fil
Lox6! i, TomloxB F1 TomloxE 7& 552 235,
TEM ORI, i TomloxD WIAH 2, 7EM ik,
T ARFE RS ip kPl D% Y Lox1, Lox2 il Lox3
By eIk AT U8 M, Loxd FEHRZE FIAR ek,
Lox2 7EM 32k, Lox3 7EM FIAR 32k
6.2 1EY) LOX EEFTIEHAIFESHE

FERZ Y LOX Hh, G152 LOX JLH 2% T
KikW o FEAEYFHEEMRITT, Sif5s—25% LOX
ik TEZ MG AN A K G 408 H Lox7
Lox8 Wi Fliig [ S AL, I & B W5 [w] o) il 7 %))
6 B Y SR A7 A, I A AR i TG
PEBT 4% 2z 31514515, Lox2 1 Lox3 1 M- i1 3
kB B4R U A TomLoxD Mk ZHifi . 25
FAIEATR S 0915 1Y, OsLOXL 7E /K fi 2 45140
ME R AR E G, HRAHEHEED B e 2
Ak B YL S, LOXN2 JE R 7EWE SAR P 10 363552
F| g 35 S,

7 EZ

FEAE W) K B XTI A% B 55 2% 1 ) B 2o 2 o
PUFA AL EE 281 . LOX W% . 45 Fshfg
ZREPE TR REE A R A 2R5E . LOX iR AL RE
TG Y 0 R BT, T LIRS B D) e 1 3 2 AR ) 4y
To KA/ \BRdETR AR HA {5 5 hE,
XA A YRR Y K R 8 N rp A BT
PIVER . BF9Y LOX 754K | g LOX &K (191
FIBIIE | SEEGEE &, 2 Eilf— MM LOX 1if
A A= Ak AR SRR A

95 LOX TEA A K AR . FiF4748 . thiE IR
NI F AW T TR, KA B NS
WHERKEE AT . B 12 0 RR EL T8 5
FIEE R o FEE e D SR A DA O 30 T
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B, BalRANTITZ R, 5V LB
B iy Ul B AR AT AR Y . O S BB
WZRMEARYR, A ] R I Ao T R =R
14 BRI

LOX YA FHAN#5 Al AR BEID RE A H AR Bl b #Y

— R E B, AR R S TR AR R B L
W H /N 22 B o A6 TR, R 2R b AR
B, i/ AL 8 AGE R SR LR A2 T
A, BUZFH LOX #EIC LA S N Z 74
BEE, PRUE TR Y BT [FR LOX Gk AT LAY 58 /)N
P EREANCHMAMEN, EELRERD
FUBFIUABR . LOX i8] ¥z v 480t hn T, #E2L
ZOM IS B R T AR R, REAR RS R
REEBE B EARAE T, AR AR, 940, A
SR v fof R 22 B0 3 K SR AR LA R R AU
J&= LOX ZG i =1. BEEMFRMIEA, LOX 1Y
I PR B0 R
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