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Abstract: Allium L. is one of the largest genera of angiosperms, including garlic, onion, green Chinese onion, Chinese

chive and other important vegetable crops with unique spicy flavor. S-alk (en) ylcysteine sulfoxides, the unique secondary
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metabolites of Allium, which giving Allium spicy flavor and medicinal value, are the precursors of various volatile sulfur
compounds. Therefore, it is of great significance to study the metabolic pathway of S-alk (en) ylcysteine sulfoxides in
Allium. Seven S-alk (en) ylcysteine sulfoxides have been found in Allium plants. These S-alk (en) ylcysteine sulfoxides
are mainly synthesized in leaves through glutathione pathway, and then transported to the cytoplasm of storage organs
such as bulbs for accumulation. At present, there are many studies on the catabolism of S-alk(en)ylcysteine sulfoxides
in Allium, while few studies on the biosynthesis of S-alk (en) yleysteine sulfoxides. Only two biosynthetic enzymes, y-
glutamyl transpeptidase (GGT) and flavin-containing monooxygenase (FMO), have been confirmed at the molecular
level. In addition, S-alk(en)ylcysteine sulfoxides are the downstream products of plant sulfur metabolism. The upstream
of S-alk(en)ylcysteine sulfoxide metabolism involves the absorption and transport of sulfur-containing compounds, the
metabolism of cysteine and glutathione, and the changes of these metabolic processes may also affect the biosynthesis of
S-alk (en) yleysteine sulfoxides. With the rapid development of omics technology, genomics, transcriptomics and
metabolomics have been applied in the study of Allium plants, especially the completion of garlic genome sequence
assembly, which provides great convenience for the study of S-alk (en) ylcysteine sulfoxides metabolism pathway in
Allium plants. Two aspects of research should be strengthened in the future: one is to continue to clone and identify the
key enzyme genes in the biosynthesis pathway of S-alk(en)ylcysteine sulfoxides and study their functions; another is to
strengthen the study of sulfur metabolism in Allium plants, so as to lay a foundation for the study of the regulation of S-
alk (en) ylcysteine sulfoxides biosynthesis. These studies will provide a reference for further analyzing the metabolic

pathway of S-alk (‘en) ylcysteine sulfoxides in Allium and regulating the flavor of Allium by molecular breeding

43 %

technology.

Key words: Allium, S-alk(en)ylcysteine sulfoxide, alliinase, flavor compound, metabolic pathway

8 (Allium L.) 2 FAHAY PR KN EZ
—, 294 920 > F (Herden et al., 2016) ., & #
APG IV 7y R R G f A )8 i /£ K114 H
( Asparagales ) f1 71 £t ( Amaryllidaceae ) % V. #}
( Allioideae ) 2 % ( Allieae ) "' ( The angiosperm
phylogeny group, 2016) , K75 (A. sativum) | V¥ 2
(A. cepa) . K Z (A fistulosum ) . dE 3% ( A.
tuberosum ) 55 K 22 78 Ja FE W) B B A R 1 < BOX
R, B RAE G  JR R 25 AL BRI A
2 Jm A Wy BAT TR O 0 B | PR P
JIF HUTETE 28 | 5 i AL S 322 BB | 907 B s Al
i B S5 A T (B 55, 2018 5 28 95 4] 45, 2018
Yoshimoto & Saito, 2019; Yamaguchi & Kumagai,
2020) , fEA M A S 25 47l A AR K 2 7 A7, B
A EENETNE,

S-JoE (M ) FE I Z R IEAKL ( S-alk (en) yleysteine
sulfoxides ) J& 2 J& H W) F5 A 19 AR AR = ) . S-%¢
(s ) e e 2 TR SV IR 20 A A1 S0 2% ol 42 5 T
A WA 28 R ) EL A bR < RRUBAR AR AR ) 0 1
S-HE (s ) FEF: e 2 R W R — A AR B R, AR
B TCAE M TCHRBAE R, — MRAFTE T A 5T,
2Ll -kt (M) K& e &0 B2 W R Y 5% 0 R i

(alliinase ) fA7E T, AN 2IMEIRRT, A7
TEWC Y 55 2 R i 55 200 B 5 b 1Y S-be (M) Ak
e 22 IR ARURH 385 PR i AR BN, I I 22 4 R 1
TR, I 780 T8 A 5 A 2 A ) KU T 24
JH Y {H ( Lancaster & Collin, 1981; Rose et al.,
2005) . S-%ot (M ) FE4E D SR Y AR 280 A IR
Yy Hi A, B R R A A R X
I ABIETE B AR S-Ht (v ) = e 2 R 2.
RS AR IR AR e 2 5 AR R I 45 D7 T kAT A
W, IR A J5 2 @A) S-Ht (J ) B621 e 2 1 37K,
SRR TR IS |

1 ZBMEWF Sk (W) EF A
2 QIR = 2 e e Sl I

1.1 S-82 (%) B M EERIT M

HAr, & AR by B s 7 Fp S-be
(H) F 2 e 2 R WA (& 1), Stoll Fl Seebeck
(1948) A N KGR H 4 B T S-407 T4 56 2 e 2 e
PN ( S-allyleysteine sulfoxide , 14 FR 55 & R , alliin ) ;
B , Virtanen 1 Matikkala ( 1959 ) 757 28 4 52 1
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S-N #is & F Bk & & W B ( S-1-propenyleysteine
sulfoxide , /4R 55 77 Z R , isoalliin ) , S-H 2 2 bt 4
152 7B ( S-methylcysteine sulfoxide, 1 B 3L 58 &
R, methiin ) 1 S-1§ & 2 Bt & B W M ( S-
propyleysteine sulfoxide , /3 F% PN 2 755 Z R , propiin )
DL 4 Tl S-Joe (U ) Ak f e 2 1 SV B 280 ) A ) ok
TR T 25 AN (A 0 = 2RI, b, 78 2 A
Pk BT 3 RS S-bE () HeF bk 2d
MEAR, 4302 S-& e 2F bk 2 82 .9 ( S-ethyleysteine
sulfoxide , 8 Fx £ 3L 55 & B2, ethiin) | S-T 3 2} &
PR ( S-n-butyleysteine sulfoxide , /4 R T 3 77 &
PR , butiin ) F1 ¥4 55 2 R ( cycloalliin) ( Ueda et al.,
1994 ; Kubec et al., 2000 ; Kubec et al., 2002) , #£
IR T Bl S (M) R , FRER |
o TR AN 5 2R M [ o A A

ARl 2 @ A Wy R A AR RS S-be (M) ik
24 Dt 22 R P BT 7 A2 AN [) 9 XU s 2 R A R
BEZE b S R, TR AR A LA & &
PR VRS2SR A b B i d i 12 e s &R, T
e v 3 58 & R 1Y i B i ( Edwards et al.,
1994h ; Kubec et al., 2000;Fritsch & Keusgen, 2006
Yamazaki et al., 2011) . H 355 & R 7E 2@ A9
ek A7 TE T PN i 2 R 7R 78 0 280 A 4 v A
2 H A 8K (Fritsch & Keusgen, 2006) .
1.2 S-Ie (U ) BBt BRI 4 4 & B RS Hh 18] 7= 4

RS-t (M) HE Mo R AR LA, 208 Ha P v
AFTEARZ S-P08 (U ) JEF e 2 ST AR 38 7 v )
P, LSy ' R-S-BE (M) R IR R (-
glutamyl-S-alk ( en ) ylcysteine ) | y-4F 2 BE-S-%¢ (J)
Fe2: e 2 R W AN (y-glutamyl-S-alk (en) ylcysteine
sulfoxide) . S-Be (%) F& & M H K ( S-alk (en)
ylglutathione ) #1 S-%¢ (4 ) F& 2 bt & 2 ( S-alk (en)
yleysteine ) 55 ( Whitaker, 1976) , X 26rh[a] =¥ Rk fE
B S-HE (i ) B e R MR, -t e B A7 A A
WRIIVE (Jones et al., 2004 ; Rose et al., 2005) .

S-HE (M) B b = R WA AE & R R
)= B 2 AR B D RE . Ko b By S-H T
L2 IO =R AN AR AT B0 88 R AP JIEL [ e 1 4
SR TE 5 B FIE ST BT 2R 9 i R AE D7 LA R
(Ray et al., 2011;Ng et al., 2012 ; Colin-Gonzdlez et
al., 2015) . F35h, S-His A 2 JbE & R 14 57 4 57 1
A S-1-PUs B2 e R , 76 T R O2 fife O 1L A8 93 05
TR 5 0% 5 T BSCR AR 4 (Kodera et al., 2017;

Matsutomo et al., 2017) .

2 ABMAT S (F)EF A
B A A A B

2.1 SR () BEFMERITMEENEBIER

SR PO M B W R R B, 2R AR ) S-
ot (M ) B2 e 2R AR v 1Y) 2 D 2 R S 43 32 Bk
F A DEH Ik 9 2 JDE 2 R Gk Ak, S-e (M) JE
(R R TR s R R TN ok ) A R AR A
FHEL TN MG TR , T H 2 | AN T B i ok I I ANV 4
(Lancaster & Shaw, 1989 ;Edwards et al., 1994a)
Por AR A 5 B IR S W] 73 S AR e 2R 1 T
TEFE A TR R AR IR D FE MRS i &
MR 2 KA e AL N IR Z R (Ueda et al., 1994)

F A, B2 588 i A v] () 2B A Y S-Be ()
BeP A RERAY AE W& OB 1R S A e T IR A
(K 2), TEAIEH IR, 45 e H Bk 2 5 40 %
TR AR FH L P AR R 45 5 A I S-( 2R TN ) 43 bk
HRK, Z 05 B 2 H 2 e e A 1 y-4% 2 -S-(2- N
5o s, Horh S-2-38 N 2 IR A 5 B 1k
y -4 M-S -9 DU B2 e R B -4 T - S- A 9 s
Mt & BR ( Yoshimoto & Saito, 2019; Sun et al.,
2020) o y-43 2 -S- TN 2 G 2 R A -1 A -
S-PA s B 1 e 2R 2 T LAAH B AR [R] 53 S Rl A
Horr S T BRI S- PR s R T A A 3 D S I A G -
2 & BE-S-n-TN H 2 Bt & B2 ( Lancaster & Shaw,
1989) o y-1+ ZME-S-H N HEF DL 2R Ly -1 A E-S-
b S-JAEC B I I A 2 ok Ak S AR R TR
S AIRFNIN B FR AR . S-S L FI I y-43 &
Tk ik S I & A 1) 5 S U DR 280 0 AL b 26 A S -
(M) BL2 D 2 R R 28 B AN [ AN ], 7 28 57
R R AR YA LR S-H ARSI AT RE TR I A 2 Tk
F 2 W 2Z B ( Lancaster & Shaw, 1989) ; Ifif K s i)
R AR AR5 N 5 2 B S B R AR L, S-H R
SN K A AE B -4 R L . 2 I ( Yoshimoto et
al., 2015a,b) , WIHFR AR M LYW E S 7R
RS A R AN R & R AH L ( Lancaster &
Shaw,1989) . BR&A M H K& RSN, 2R M) h ik
I REAFAE— RO 25 3 e B IR i3 42, Hi 2B IR &
PR B e () 3eAb Bk 0- 2 Bk ok 22 R EL B AR e
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Fig. 1 S-alk(en)ylcysteine sulfoxides identified from Allium

(J) BEAL A B S (U ) FeE L EmR , Z )5 & S-
AR Sz A B AS A S-RE () FE 2 e R . BN
(Ikegami & Murakoshi, 1994 ) ,
2285 SR () BEEMERITREY S KA
R A AR A W) 5 ) B — A 2P IR R
T A E MR AE AL, ZUR Y S-BE (M) 2K bk
FIR AN 2E ) & A A B Ah B H AT, X2 E
HWH 25 S-be (I ) B2 D 2R 00 A W) & i g
AT SR A Koms T A I -4 I 2 B
M) y-4 2 W 5% BK B (y-glutamyl transpeptidase,
GGT;EC 2.3.2.2) FE Al -4 I Y 35 B 3% A9
PR N 48 B ( flavin-containing monooxygenase, FMO;
EC 1.14.13.8) 7 4 + K F L 13 2] 7 #f A
( Yoshimoto et al., 2015a,b) . TE#IFE I+ BEH K
OB & A2, - &l E DA R S O (-
glutamyleysteine synthetase, GSH1; EC 6.3.2.2) (%
e H RK & B B ( glutathione synthetase, GSH2 ; EC
6.3.2.2) 2 A ML H KA W5 s AR v i A G B
fit , ¥EL 90 B &5 BK A B ( phytochelatin synthase, PCS;
EC 2.3.2.15) S AL AT e H IR AS & P 2 H 2Bt
FL I N B T ( May & Leaver, 1994 ; Rawlins et al.
1995 ; Blum et al., 2007) . Sun %(2020) 2% #l
TERA e H IR A R AR, FE 7 R Ak PR A rp M 5
W 4 S HURE T GSHL B[R] I5HE R (1 A 8L O
GSH2 [ R JFE N A 1 AU RI ST PCS 11 [7) 5 3 [

VBN S5 R swn AR A W) 6 BU e 38 L R 9
GE T 3R L PR I 23 23k (H R 6 T BE it —
T
2.2.1 S-ke (M) Ak ¥k AUBR AR A M A R P g B
y-A 2B R R BT, Y HAE B y- A
SLUIRER B A P2 . — 2R GGTs ZR, fE U R I
WA 4 ARG, 3 AR A0 M A SR P A R A e
RN A I IRES & Wi 25 4% Z E5E ( Martin et
al., 2007 ) ; 73 — 3 2 y-4 & Bt KB (y-glutamyl
peptidases, GGPs) ZJi% , TEMAR ST A 5 AL,
AR 200 B 5 ) A e RS B B -
ZAMEE (Geu-Flores et al., 2011) , TEZBIEY) S-
ot (M) R e & R R 0 A W B g AR, He
] 71 -3 g Mt -S-Joc (s ) Ak bt 2 R A 52 I
JIE -2 SR 3 S I A R R A B S-HE (M ) BE1 bk
SRR, DR LA, 2008 RS- (0 ) B Bk
SR AR A ) B 1R P — 2 B -7 3
TIfemi =5 .

Cho %5 (2012) fE R 7 PE T 1 A AsGGT 7
G R B, FEAIGHR I i A5 1 R L ik i B BT
MILATREZ: 5 TR ¥ 64 1] 55 28 2t ok 7 v 11
FRIR A, Yoshimoto %5 (2015a) M K H 7 [
T 34 GGT 2, 43 5l 45 24 4 AsGGT1 (AsGGT2 Fil
AsGGT3 , H: ™ AsGGT3 5 Cho 55 (2012) w B& 1Y
AsGGT Z[F—AFE B . RGBSR,
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ASGGT3 Glutamic Siitanic Glutamic acid
STt SR S-1-PIRB At E M S-FAEDEERR
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A Stk Em
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LFS
Ko %/ HO

A ERRERIE KH) AR TR A 7
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HEL R HEM B AR
Dashed lines indicate speculative pathways ( Yoshimoto & Saito,

2019; Sun et al., 2020).
B2 BEEYH S-K(E) EFHEER
3P 5K AT BE B9 R I5HR 2
Fig. 2 Putative metabolic pathway for S-
alk (en)ylcysteine sulfoxides in Allium

AsGGT1 F1 AsGGT2 SR IT I AtGGT4 4% LR
I, AsGGT3 5 IR JT 19 AtGGT1 Fl AtGGT2 3
GRR BT, RO TG PR 45 SRR, X 3 A
GGTs #BELA AL y-45 Z WE-S-Hs T4 56 21 e 22 g 1
e y- AW SE AL B S-H TN k1 e A R 1 TR A (R
XF -4 A Ik -S-H T S5 K b 2 R W BRUL T A T
M, R R G y-45 ZE-S-J P 58 2 bk R /9 e
y- A R SN K A ARSI AR N 2 H 41
SENL A BT B, AsGGT2 = B 22 o 76 W i b, T
AsGGT1 1 AsGGT3 JoH & 0 {5 5 ik, & 10l fE
PITEA A BT . FEHARE IT 1, AtGGTL Fil AtGGT2
SE AV AE 40 M 5 RN | AtGGT3 Fl AtGGT4 5E v 1E Wik
W R IWLA GGTs &7 T 40 M i 38 ( Grzam et
al., 2007 ; Ohkama-Ohtsu et al., 2007a; Ohkama-
Ohtsu et al., 2007b) , [t , AsGGT2 5 AtGGT4 AJ
RE A AHLI DI BE , T AsGGT1 I AsGGT3 J& 7 K

e A8 200 BT T PRAT I -4 S gt i 5 7 s o i —
W, BE B, BT R T 24 AcGGT
JE L, A 1A AcGOT & & 28 1y PE 2 5 25 h
Al iR, X S-e () B2 e R AR B i
R R TE] A AR YIS W) 45 5 (Lancaster &
Shaw, 1994) ;55 1 A~ AcGGT XF 45 e H A4 e
JIK S-555 WA AR = R P e S e ELRS p-4  k-
S-TH s 36 2 bt 24 R S R 3% 5 7 1 ( Shaw et al.
2005)

H A, ZUB Y ik R WA GGPs ZRE: K )
REMHRIE . AR I GGP1 A1 GGP3 7E B A 4
B AR DR R A A & b B B AR, 3
TE A0 BT AL D H K S-255 W0 i It -4 2 Tk
e i ( Geu-Flores et al., 2011) ., 7EEEZ 40,
S-HE (M) 2 D 20 U R v (] 7 4 -2 Tk
K 3= B TE 40 M 5 R 2 (Lancaster et al., 1989)
DR HEDN , 20 Jm A ) S (s ) ik~ IO 2 1R IV AL A4
WY& G TR b B I -4 S ok B I e A 7 A o
H, UEEIT Y GGP1 M GGP3 E A T4 i, T AT
BB ZH S (M) BE R WA Y& it 72
R -4 S T B B O s R — 2D BT
2.2.2 S-k2 (H) A ¥ B R B T AR A 4 A R P 6 S-
A EBE S-AAEURN 2 AR Y S-bE () R
Pt AEY & R T i E R P RZ —,
R R N S-t (U ) FE 2 e 2R A T
X A ) el R v A 55 At v T 7 A T
e, E RN HINER (FMOs) 2 Esh ¥ AE Y A
AR ) A R — 2R N S S N A Tl TE
i3 FAD F%f K NADPH f£7E 19 4514 T, FMOs
A DURE SRR B & Tl N SRR & 2R I T Y
(IR B A B ) S ) E (Krueger & Williams,
2005 ;Schlaich, 2007) . 4 FMOs 3 4fs 2 S iz
FE 9 B AR AL 23 1 T 3 A AR, FEAR P R AR
Y e ) G il B bk $5 45 B 2EAE FH (Schlaich,
2007) ., a0, #4 FMOs 55 — i 1k B R B
FMO1 25 T MY 3K BUR Ge 4R 15 PP v i J 22
IR+ N-¥2 5646 R BE 2 ( N-hydroxypipecolic acid )
M4 16 i ( Hartmann et al., 2018) ; 58 — JEfb A
M Y AR K KRG W A E AN
( Yamamoto et al., 2007 ; Mashiguchi et al., 2011) ;
5 =B FMOs B 51 AT A Ak S-FH Bt e it A
I Y S-SR TE R 7 R A A 7 R
B ) £ 46 i TP & 4% HELAE H ( Hansen et al., 2007 ;
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Li et al., 2008 ;Kong et al., 2016) , 7EWFFEMFL 30
Y FMOs 1 IhgeD , KB —LLnfi FLsh ¥ 1 FMOs fE
1AL S-TH I I 2 e 2 R P hiUss 2 R ( Krause et al.
2002 ; Novick & Elfarra, 2008)

ZE BT nT A I 208 A b AT S AR
7 F T FMO 35, 7R 208 A ) S-S ve
e, NATTA AR E A — W T i, AFZ
JRFEPIHY S-IAEU XS AN R AP S S-e (i ) HE2F bt 2
PRI AT VEFEE , At 20 b 1y S-Sl A (L fE
HEAL S-P s 5L 21 D Z RIE 1 7R & R, 16 REAiE 1L
S-HHEA e 2R | S- £ He 2 It 2 MR A S R 2 b
IR I P B r R | & A mr R A s R
Gy A0 ANTR 2 8 AE Y ) S-hn A R e A S TR
Fe o i S R 77 A 5r Z B2 ( Ohsumi et al., 1993) , 2K
FHIE IR 2 51 3%, Yoshimoto 5% (2015b) 7F K 3% 77 74
FET 1AM TAEY FMO RS = dF bk @ i T
AT A 1 371 bp kS 457 DEIER Y FMO B
B, i AsSFMOT X 8 AW S-Je (U ) &1 I
ZIRWIA Y & s iy SN A T IRA
T, RSNE G MESS R R W, KR AsFMO1
2R PR A AR SR By S AR R R BB AL IE K
(+) - &R ( R Ss-S-allycysteine sulfoxide) , XA 1R
SR P VS 0 e R S-4 TR 2 I R 110 T AR
SRR y -4 24 PE-S- M PN Ak 2 DG 2 R 1) 3% PR AR 358
IR Y) FMOs G HA il 0t 2 /2 5 S
(M) B2 D 2R WA 1) G Wl 75 i — 2D 9E
2.3 Sk (1) BEXMERITWMEY S5 REIMA

TEAREY AR A b R S-be (M) H2k
o 2 IR BN 1) 7 i 2 S AR K R N Y
IR SR (M) HeE e ) 2 A
TSR AL S-he (M) B2 e 2 9 I ALY 75 & I
15 ( Yoshimoto & Saito, 2019; Liu et al., 2021),
R S-e (M) Hk 2 e 22 TR R 3 B A A
g IR G Ry, g S (M) BRI A
MR A A ) & W BT 6 75 1Y ( Lancaster et al. |
1988 ; Yoshimoto & Saito, 2019) . %k {0 5 Fent 4
B S-BE () J5 2 e 22 W2 ARG oo 48 4 R G 5%
s #EAE & B 825 ( Yamazaki et al., 2002)
T I A 25 T SRR R K B R AR, IS AR
FcH R BUR — Ry R BE-S- N EE R
W2 o T Iwr 25 W] A s TR -8 S-S -0 N ik
2 o R 20 3 ML -4 2 I S5 N AN S 4R
S AL Ry R, TE ORI 2 A A2 98 D T B )

Yife E 7w B A — 2 W AE H (Ichikawa et al.,
2006 ; Yoshimoto et al., 2015a; Yoshimoto & Saito,
2019) , TS5 S-be (M) FE 1 bt & iR I 0 A=
Y6 m Y A e H K 3= 2 78 40 M BT RN i S iR b
BT —A5 5 S-be () A5 b Z IR B
B A Y R0 TR 2 v A R A AR Y AR
MR AW & AR A 2R R B0 A Y R b
( Lancaster et al., 1989 ;Binder et al., 2007) ,
e FENE A0 B K - | S-E (R ) BE 2 b 2 R I R
BRI R AW N (E = WE R N Fe g S DA ZN
ToRERE AR

2.4 GRABANTAAR XY S-4% (45 ) BRI W LY
=ppd:kA

ZURFEY) S-t (M ) He2e e =R I A= ) &
2352 3 A e AL RS e, 1 T A IE AE B
N DR AN 2 8 25 2 R AR v S-0E (U ) Ak
bt 2 R AN 1 A 91 & B (Randle et al., 19955
Bloem et al., 2004 ; Lundegérdh et al., 2008) , #i
JEF L RERL R S-Jot (U5 ) S ~F IDE 2 9 AN AE 6 5
WAL G P b By H B L K S 7 R R TP B i R 1Y
Hefl, e S GR A& T, S-Be (M) 5521 e 24 i SN
RS mAE Y el 2T m . 53 4h, TER AT
FERFAMT A 2R D R R A R e EE R S
(M) He 2 Pe RN, FE BB A5 1F T, R R
SEVEZ R E B S-bE (M) SR e 2 W R
(Randle et al., 1995)

{IPEYN NN § SIS OE: TSP N /2.5 3
BA o EEER . ARy BA R R Em
A5 19 RE i Al HG R Sy T TE B A AR ) R Ak AR
Yy, WRETA AE LY A2 v B, AR 2 2 5 AR
FI8 TS AT A A ) A DD RE o 780 A ) TR AT
U Z 5 B3 mAL& % Rix s, e
B Se-Foe (M) kA AR 2 Bt 2 R E AN ( Gonzdlez-
Morales et al., 2017; Trippe Il and Pilon-Smits,
2021) , 00240 AR A 32 2 DA - Y LA AR bk 2
P22 ( Se-methylselenocysteine ) F -4+ 24 I -fift - FH 3 il
28 Bt & R (y-glutamyl-Se-methylselenocysteine ) 55
AL AL S P 1 T X B ( Dong et al., 2001 ;
Shah et al., 2004 ; Arnault & Auger, 2006) , XS4
BB AL & W 7E Bt s 7 T A AR 4F 9 880CR . BRIk,
TE 28 8 Ay R 13 A v 3 > 1 it A7 AT T LB
Fit ves 24 )@ VR W v ) A DL 5 i, DT B R ) AR
Y PR A D REFN 22 B
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3 AR F ST (M) FEF A
B T A % AR

3.1 S-kR () B E R TR ERRE

S-Jt (M ) e bt 22 R R 2 24 ) A ) 45 i XL
WA TR S R R 5T, I 20 R R R A
HALBARBEFE R W, S-%¢ (M) F5 2 DE 2018 . 0 A
T ) 200 L %) 40 5 v R R T e 2 TR T ) s oS
FEAE B A 240 MO Y W I (Lancaster & Collin,
1981 ; Ellmore & Feldberg, 1994; Yamazaki et al.,
2002) . YAE AW AN Z B WOR ) wr AR S
S-%ot (s ) HFe e 24 R S AR fike | S-BE (M ) 5 F b
TR AE o 2 TR T () TR B e (44 ) R Ui
2 N2 A1 (Rose et al., 2005) . Bk T AT
FEAE — B 4 H BB F & BB (lachrymatory factor
synthase, LFS) A DAL ( E)-1-19 M 2 IR i iR
[ (E)-1-propenylsulfenic acid ] ¥ 1k & i JH A
[ (Z)-NBilE-S-5A k¥, (Z) -propanthial S-oxide ]
PLAL, HoAt 280 I A8 ) R A & A Ak e () BRI
il 2 S5 IO F) I ( T et al., 2002) e (M) FE A
PRARATGE , AN s B A AL, B AT F &2 00 K A —
ZAN R, AT 50 ZFh & Bifk &%) ( Nohara
et al., 2017; Yoshimoto & Saito, 2019; Nohara et
al., 2021) , 2 50 F 1 BE () FE R R W] H & 11
KA RN B2 1A H,0 5T BUbe () FE 6
PR A PR T ( thiosulfinate ) o 55 1 S5 B 485 Y
(K ) B AT AR R T R F R 19— M N B i 1 QI
fifi FR Wi ( diallyl thiosulfinate ) , X #% X & K 55 &
(allicin) ( Cavallito & Bailey, 1944) . ¢ (¥ ) FE i
PR AR R P AN FE i, v i — 20 R A — R A A K
RBE R Z R EmALE Y, X8 [ & 8RN AL
(3, 3]-0 BALEHE BN 01 N BRI g B iz A1k
IR S0 - R B s 0 S8 7 A R AL B A A B R
ffi (ajoene ) | — i N 2& = B B# ( diallyl trisulfide,
DATS) . — % ™ 2 — i Bt ( diallyl disulfide,
DADS) . —J 7 A B ( diallyl sulfide, DAS) 2-Z.
M dk-4H-1, 3- WM (2-vinyl-4H-1, 3-dithiin) .3,
4- F BB EE 46 (3, 4-dimethiolane ) % ( Nohara et
al., 2017 ;Block et al., 2018 ; Kubec et al., 2018)
XEEE AL S WIR T T 20m VR YR AT i A M X
W, 25 i B Ak 1 o i A 45 20 s VR 2 A R = Y

2y PR AN

24 @ AE W AE N0 TR 6 5 e vh R A= ) AR B
CLAR RN S-Ht () B F e 20 R S R Y 9 A A
Ko ZJRAEY L A0 S Hh 7 A 0 H 2 A 60
R Y LH B, A [) 248 A8 0 1Y 78 48 R, A0 K g
() 278 TR 280 1 2178 B B 1 8 R W) o JF A Al ]
A 2 Py 5 19 & B HL ) AR AH ALl ( Kubec et al.,
2004 ;Imai et al., 2006; Kato et al., 2013 ; fi] 3¢ L
%% 2017 ;Kubec et al., 2017) . Z5WF58 AR 1E A 5+
7 AR A 28R A W) R A RN R BEAL B )
(Lukes, 1986; Kubec et al., 2004; Cho et al.,
2009; Dong et al., 2010) . 575 MR 28 pr & PR R
iS5 7 AR LT M BRI B R B W] R R A AR IR
I A B 1P M 3R A AR I R I A T S A R
TR LB 31T B9 46 & RO AR S A 1-D9 M 1
RV A R TG ( Kubee & Velisek, 2007) . &4 1-N
A5 25 (0 A Tk 1R 1 PT 5 2800 AL h LR T A Y
FHRETR B IO A= 1 A8, 2R ) J5T 1) I AR b I i o ik TR
(Cho et al., 2009 ;Lee et al., 2012) . fEH{OEY)
JBT R AR bk s R S BR R 5 e M W) vh R AR AEAE
B CBRAR) B3 F B, e 2 A i 2, 22 25 W) 5T ( Kato et
al., 2013 ;Kubec et al., 2017) ,
3.2 S-Ki (4 ) B MR TR PR AR IR 12 PR R EE
3.2.1 ARAER B A n TR R I S-bE (M)
Sl e WA, B T 1 RV T 5 - Bk s
[ ( pyridoxal 5'-phosphate , PLP ) [} C—S % 24 i iff ,
REZK i S-Be (s ) &2 e 2 R R 2B L e (M) ik
URBATR N IR R A2, 72 I 180 80T 1 0 XUBR 4y Joit A
AW PR W) T 1) O B8 il ( Nock & Mazelis, 1987;
Manabe et al., 1998) , {HAF —#E1JE, AT A
T2 it Ak PR 3 05 o 1) . 3 PR AT 2 2 e 9 TR 5 %
ol IXUBR ) J5 14 5 1, 7 A A A TH R = PR 1Y
4 (Kato et al., 2016) . [t 755 220 B8 il 5& P 02
N TR 28 AT ) KR ) ot 5 i ) B A TR
AWFFER I, 208 A 1) 35 A R Tl 2 th 2 B I K
W4 5 1 ( Ovesna et al., 2015; Sayadi et al.,
2020), K. A AL K & (A cepa var.
aggregatum ) “5 2 T 24 J& A ) 1Y) 7 2 IR T 5 TR 2
15358 % (van Damme et al., 1992; Manabe et al.,
1998 ; Lancaster et al., 2000; Do et al., 2004 ; 15
¥,2013; A5 ,2017) o i Tk = 20 AP R A
AT, 55 2 IR il PR 76 280 J A ) 6 R 4 b iy B
TR BRI AR 3 A 1 L — EATE A, H 3 2020
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4F Sun 45 (2020) A X K5 5 A #4717, A
HEE 60 AR IR [, Horp 38 AT LIFEA
[ LR 5k 280 He Wy 95 25 A vp (9 75 TR
it 55 AR R B I A AR ) AR [R) 20 23 e 1) 5 2 R T A7
A v O R IR  TTAN ) 4 2 v 1 i 2 R It ) () DR
P 1% ( Rabinkov et al., 1994 ; FEI5¥ 2013)

24 T KB ) W) i R T 5 TR K G B 2 480 4>
IR, Hoh N 30 ~ 40 A ZU IR R Ry I 5 fir
B){5 5 Ik ( van Damme et al., 1992 ; Manabe et al.,
1998) . KZZUs 8 YY) v i 55 2 B2 i 2 DA [A] SR 4K
B XAFAERY , A5 Hh 1 55 2 R G — 2R AR | 2
Ao TR 51 500 u B/ SR, HE 2 P Y
FR AN N = ARSI AR, th 3~4 Doy 71y
A 50 000 u B9/ FE2H A ( Nock & Mazelis, 1986
Nock & Mazelis, 1987 ; Rabinkov et al., 1994) . 7
RIRMAT Z Y, BR ¥ ar IR LASE , HoAt 6 Fhss
RS T AR A 7 2 R I 4 IS ), AN 8] 80 )@ 1 )
R A TR it v [v] — o Tl T A ) JE 4 104 i 3% A 4
A 25 (R M-, 2001) . HRE pH &8
BT AF R N T R Y TR PR AR 2 7 AR R
(Jansen et al., 1989 ;Krest & Keusgen, 1999) ,

i P R 1Y) 28 A ) R T 1
MR A, e Bss AR B R AT 4 2R OR T RO SS HG 38, 73
AR R A K+ 4549 3 ( EGF-like domain) |
PLP 4551 KA R R 2 L 5% 7% 1l 18 52 Tk 45 #) 5
FIHE TL 25 b 3k (25 8 ,2013) . HoAp & T PLP
SEARIG B R B &2, PLP 25 5 WA T o 2 R T 1)
HER Al IR PLP 45 G 07 a5 18 3 1> 45 4 38 1)
RAIR b, ANFZJEAY 2R PLP 45500
PR LU BIE AE , W K 5h s & R MY PLP 45 &
IS R S 251 7 B R, B 28 5 A R
B2 o5 280 (1 2 I , ¥ 28 9 =5 2 R T 288 285
{7 ##i 2 BR ( Kitamura et al., 1997; Manabe et al.,
1998 ; Shimon et al., 2007) , FFK A K K T L5y
WA TR PR B N-R S, A 6 2B IR
FRILI—BEFFILL C—x 41— C—x—-C—x,-C—x5—C—
xo=C BT AR A VI BEILATEAE e AT B
5550 R T e 24 8 57 T WA O ( Kuettner et al.
2002) . XA AR A P & AR D UL (HAE BR
LR A 3RS, T D DU T Y n 2 R il Y
SERE I (Sayadi et al., 2020 ) . KiFkan 2 R B A
ik o3 AR wR = BRI 1Y) 10 2 B 2 R ik AL b
8 AT LUJE B 4 A Z B B, 43 ) & Cys20 -

Cys39 . Cys41 - Cys50, Cys44 — Cys57 #1 Cys368 —
Cys376, o 1/ 3 Mz T2 A I T 45 A 1
S 4 AL TR C- R, TE PR AL X B AR
FEFIRY) il B R B9 AR D 1) vh B A TSR
FAN 2 A2 B A R AR JE Cys220 il Cys350 & 2 4~
FIEh A, B A ) 9 M B, HAk A B i
Kot fit %) 15 P A 52 ( Weiner et al., 2009) o #r 24
P Wt e — FPORE 2 1, 5 — e R T R0 ) JIA i
LA Z AR A IR 7 A o BT R
Kirmr A MRBGA 4 DUTE R AL 5, 20 0] 2
Asnl9 (Asn146 Asn191 Fll Asn328( Rabinkov et al.,
1995) . AnIRZE R 43 BT Rk L, KA f s Asnl46 Fl
fr i Asn328 AT LIBOM AT, FE P 05 Asn146 7 F 2
AP ) AL | AR 2 A LA A ROk,
TRFF R BYREE M, A7 A Asn328 NI T R 1k
(R TAT , AN 5 i A A AT An] I~ 2 il ( Kuettner et al. |
2002 ; Shimon et al., 2007)

322 1B AT A B YRS B RUA N,
SR L AT 5 K W B, A ATTRR A
HEA T, FAE 1971 4F | Brodnitz 1 Pascale (1971)
LS PR P AT A T2 (Z) - TN BT - S - 4
W) [ (Z)—-propanthial S—oxide | , TER K — Bt}
] A, AT (E ) -1-P8 s 5 Ok il R T 1 A 1 1A
TR—MA KW, ZEAMS 51, HE 2002
A, Tmai 45 (2002 ) A B WAE 20 558 T L
(E) -1-TR K Uk B R T2 JSUHE TH BX - 1) T, K HC i
2 RHEH K5 U, O R IR A T 2013 4 1Y 4R
SR 23, WA LES 224K 737 bp, 44
169 2 HMR , LFS X (Z) -1-P3 i B UK T 1 182 A7 1%
PEEH YR (Z) - B EE-S-SA k¥ . A, LS
BN JE — B (E)-1-N I B X6 1R 5 A4 i
(Masamura et al., 2012)

PEAIN T A vh A TH BN Y Bl 2 T Bl e
PR E N D38 B T AR RO, LFS 19 & B 45 41
AT 1Y 2R T AT RE . 4R T RNAG F2R
T LES BFAIE AR LF 595 B R IR
I, (E) -1-P9 M i YRR R 3 28 7 Ak — N s i o
AR 1 iR B ( di-1-propenyl thiosulfinate ) , #F 1 7% 1k
R 45 Fif s B e 50 46 5 W) ( thiolane-type compounds )
(Eady et al., 2008 ; Aoyagi et al., 2011), XFA
HEIH B 7 20T LA 3 IO AR DY 3R S A -1
( cyclooxygenase-1 ) H1 - % W 1 B ( o-
glucosidase ) (135 P4 , IF 800 I /M 19 SR 4 ((Aoyagi
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et al., 2011 ;Thomson et al., 2013) . At i# T FE
PRI B A A B ] Y A A TH ¥ 28 B 8 U, AN AL R
RS 70 ik 78 rh 25 45 4E N B3 SR I A
B3R BRI RS KA 2 A 336 1R ) o 5

4 B2

H 20 e ip B & B S-e (M) BE o e 2 g
PRI R 28 DA, Hy 7 AR 245 R AR 4d 75 T R A
M, P B BT S-HE (4 ) k2 D 2 R I LA
WAL A= G5 R A s R DL R S AR S W 2
PR B 1 R E R ok R &2 BEE Sk
(Hv ) = e 2R S AN 36 7 ) A 0 T PR AT 5 1 TR
AL B TTBOR BN R B SE S-ke (U ) 2k e =
MR IR AR Y E 2, SR, T AR A
S-HE (M) 2 I 2R TV AR At e ol A G R IR
ity F14 TH PN 7 & BCE BY BF 9T B 22, TR T S-b
(M) 2 e 2 R AR A W) G W B 5 A A D AR
TEFor FE 2 P A /D 5 3B (Jones et al., 2004
Yoshimoto & Saito, 2019) . S-k¢ () £ bt & iR
S AIRAR 35 A A ) A A 1 A L A, TR B
W& S KN R R N TR A R AW ey |
T, 79 30 %08 1 208 A S-Be () o I iR
P W& L&A b i DG B il HAA R s i i AL B -
2 WE AL B R y-4 & B IR B ( AsGGTI
AsGGT2 1 AsGGT3 ) Ffi AL S-fin 4L 52 vz i1 7% B R
B4R 0 42 B ( AsFMO1) ( Yoshimoto et al., 2015a,
b) . GGTs Fll FMOs #8122 5 50k, B © 4 % 5E
TIRERY GGTs H1 FMOs #b, 28 1% v 1Y H At Al 53 02 75
Z: 556 () He 2 e 2 R R 1) A W) 6 b T A
—BWESE . AR I SRR A ) T A R R |
A IR B A 2 A S AL S AR
TR o 2 IR A S-He (M ) kI 2 1R AR A4 C
PIEARETEER B T 2% Sun %5 (2020) Z2H IR
ITA e H AR & 2, BF 98 T KR AsGSHla
AsGSH1b AsGSH1c AsGSH1d . AsGSH2 F1 AsPCS1 Ry
s IR 2 (H R WA i — 2D R K DD e 0 58 1)
HRIE AN IR S A R 1 A 7 4 HY TN 0
225 St (M) B2 2F e & R WA A & i, (H B
RS 5 ML AN ERE. Hitk,
TG E AT IR S-HE (M) o e 2 R
A W) & LA vh OGB48 E 5 T REF 9T

TEZ R S-¢ (H ) B2 D 22019 S A 354 4

DT AR D8 OC TR S-E () 2 i & R
SV TR it 1) BF 55 H 38 ( Aoyagi et al., 2011 ; Thomson
et al., 2013;Kato et al., 2016) . H4, BH XL TH
SRR AE X S-4e (i) i1 e 2 I I R 25 6t 1 18 73
52 e 1 WF 5% 4R 3B ( Prince et al., 1997; i H 5%,
2007) AHAR WA KT S-Fe (M ) He I 2 iR WA 2
Y& Lo R4 D7 A S HE 3 B il R
) TR S-be (M) e DE 2R AR Y A= ) &
BOBTRE A T53TH R , Ah, S-Be (F ) B 21 A
TR R A8 4 B AR 0 T e, iR VB B
T Ak A WL B 32 0 b 2R 1 A AR I R
X SO A ) B AL AR 23 5w B S () 2 IbE
IR A6 18, B2, T 208 H ) i AR
ERIBIFFEAR 2D, A J5 3 2 T sk 20 )8 1 ) e A8 i
FEMAITTE 2 S-8e (M) B& = e 2= R AN AL 96 il
1) I8 42 BIF 5 25 5 Al

Bl 2H 2 R B P e e | B PR 21 2 e
AR 4 2 A5 21 27 HORTE R R L R R R 32 55
A B AR BT 5T v A BT 0 R ] o R e ik A
2H 75 A 2E 1) 52 A (Sun et al., 2016 ; Khandagale et
al., 2020;Z254E % 2020;Sun et al., 2020;Liu et
al., 2021) , A ZUJBAHYIbE (M) 21 e 2002 AR Y
REBEEMIRER T RENSE T, B2,
Wt 28 B A S-He (U ) Fk b e 2R I A 1 5
TRA A OB v 8] 7 4 A O B g S AR Gk A 1Y
IRE , 2 A S-ke (J ) 1 b =R I A 8 X3
AL, WA A G R 4 A0 i 3 IXC I 40 i E A
P2 i DA e 25 AR I A% 22 TR B AH B G R RN A A
PEEE 2 R4 R WF I 0 E A X SRR SR S R
G BREOR AT A BRI S-He () HE2 b
i AR B 42 1L PR A |

SEH .
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