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RE FEORREWR KBTI A SR EY, AR EERMNEREER, T RFETAR
TSR WEFCRM], SRERZEAET, MYIARES 2 W fa] B A SRS S W RES SR R Bk B T R SO IE AR R K
LA 55 AR RS T T Ay G RO OR PR SRR DI T it 3t AT 2538, HE— DR R SR S A G R EM &
Jln AEAE S 0 S LR, PR AR R BRI B T Lo TR, R BT AR SR (B T T 1A
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BRI TR R R e R L — . AE A — it
BEAEE, RRAGRMNEBRETRY, T2 5H
YA EIER . FEIRAER . B E B FIDNAS S £
P AR BRACU IS FE,  7E HL A5 I PO S B i -+
4y B ff {4 (Hansch and Mendel, 2009). L&k
P LI R T A, (R 0 DAME A 1 ) S A A
[EMN AL, JUHAE P PE-T L, mpH
30 25 B AT AR PR S A 1 A0 A 106 %51 (Schmidit, 2003)
WEGETT, ABRE I 30% K1 HF M T AR A7 7 78 T 1 BRER )
A, P A AR K R B AL AE 7 (Guerinot and
Yi, 1994). tt4b, SR T BUREYIAFRLSE T & 4
BREEIRAC, AT R NSRS TR L. 2Bk
FElA, 2010 N2 okikszm, JUH 2 KT DAEy it
BN ER K JEFEZ (World Health Organization,
2003). ik “APamik” (biofortification)i i AE 4

TR, NN SEBER 0] ) — R 2 HORTRRAE
M. R, RN TR BRI s (7
FoR L R E R L.

TER YIRS R, D& A [F] R A
5E, WAk A F 2R . RomheldFIMar-
schner (1986) 1 VK A2k W SL i) 73 LI AL
HI, HLEE A Y 3 ZARE XTI R E AR AR, 3
Y, K F & JFE L] (reduction-based strategy). 7Ll

Woke H 39: 2024-07-17; #2252 H #1: 2024-12-14

i JF (Arabidopsis thaliana)+, iZHLi 3= EAFE3AH
B, B, MYELRE R EH-ATPase ik &
Gi(AHA2), 73 ibHTFRARAR BR IR BT 1 pH, {24k it %
filt; LR, MR AR B A O BT R AR THD I Bk AR AL AL I g
FRO2 (ferric reduction oxidase 2)¥Fe® i& J5 fii Fe?*;
e, Fel iy i 5 2 i v o A A Bk 638 2 IR T
(iron-regulated transporter 1)W eik A\ 41 i 5t (Gao
and Dubos, 2021). HLEEIEY) 3= BEALFE R ARHED,
K H #4 Bl (chelation-based strategy). /K& (Ory-
za sativa) & oy # HRER (mugineic acid, MA)Z %
(114474 (phytosiderophores, PS)FIHEpr %, B
B Fe” AR MEB A, RIGEITYSLEK
¥ iz B (YELLOW STRIPE1-like) W) Ui 25 AT 19,
T B i Fe® it 4 14 1| B (Gao et al., 2020a,
2020b; Gao and Dubos, 2021).

BT, XTI, s g7 851 HL]
RIS ECATVEH, H 2 MR ikiE (R 225,
2007; Z=FIf§%E, 2010; H4 254, 2011; Kobayashi
and Nishizawa, 2012; Briat et al., 2015; Brumba-
rova et al., 2015). th 7k, HEPIA N AL 44 HRG 401
PRARA W RS, HUELE YL S AL ER I K A
o 5 R IROSORE 56 1) 32 B 4 R A5 2R B R IR
E 5T . Gao%E(2019). GaoFl1Dubos (2021). Riaz
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FGuerinot (2021) LA Jz 8% 22 i 45 (2021) ©LF 458 ik
S

ERAEHEYIH, HRF W RF A TR EMNE
Wt DA A SRR IR A Bk, DT R A A PRk R A
(Tsai and Schmidt, 2017; Robe et al., 2021b). Bk
KBRS N2 B0, HH S B M 4™ A
fili o ITAERBP AR, (EmpHEh PE-fE 3% b, i
TR R SO R (R SR AL 5 Bl FRO23 1E B
K, BCEFAR i B R EMTER IR . 351k
A e W i R R 5 <4 (Tsai and Schmidt, 2017;
Robe et al., 2021b). ACLZEAR i 4R A
PRI IR WA EH TR E R 47 il o T
R 2 AL 1) B JHG A A A PR e v ) A B T e R T O
BHE, BIERGHFRANRIR WA G R Rk
WS i BT RE, Dyt — 0 AR AT R AR R 4 T
MUHIPR AL BB LR 2R, [FBT S A shaking 52 B DL Rk ik
RS RAE S AL PR KA -

1 BREFFEORE K=K IR
HIThEE

FBRER AN, MR R WIS T 2 IR AEAR =)
5RO S 7T D B ARGE T IR AN A
(Brown and Ambler, 1973; Takemoto et al., 1978;
Hether et al., 1984). RAFRHEY) +, Takemotoss
(1978) & Bl K3 (Hordeum vulgare) R i m] LA 434 H
BYEE RS IIRAEACH P EZ R R 2R bR, J5 220t
TR ERBF RN AT L EEESF R E
EY, ZE AP ARARBHEVIIR LR 40 Y SLA %
Hia H HER O NEY) 4 (Romheld and Mars-
chner, 1986).

ERARHEYH, BrownFlIAmbler (1973) 5 KK
PLERER 214 T K S (Glycine max) R #5 AJ LA 23 4 i Fil
PR JE Y (reductants), (R 3EFe® it R gFe®, MM
5 K R RO . 3 — 25 7E 3 it (Solanum -
copersicum). |7 H%%(Helianthus annuus)fl K5 %
Ui A SR B, X SRR R R T B AR 2R AL
GV, AP . BER DL K% 3 R % (Romheld and
Marschner, 1981; Welkie, 2000; Jin et al., 2007,
Carvalhais et al., 2011; Rodriguez-Celma et al.,

2011). Jirh, MRS SIEFESE %A MAME, R

Al RES 5 M B 7 U B AR R R A T b ) R AL R
fig FRO2, M 1 f¢ 8F 2k i W Ui (Tsai and Schmidt,
2017). TYEAL A I BN Ky 2 Fe W E ik J5
FA1 A7 (Brown and Ambler, 1973). JinZ£(2007)
WHRRY], RRAERKEFREPRBmEUEY), FERK
2B (Trifolium pratense)#iEk R A, Uil XA
YILES) GRS A ML Ak g B SR . i St — iR
S5 BRI R 5T S 4 5 L e R S, n o R T
PR IE SR B I o, 2R B Iy 2R ot 1) 7 A A0
ARe I HE Bk S SRR M (Jin et al., 2007).
AR, PR RIER R 1R )0, B TR SRR 2 A
A RAE AR OO R R A - E R RS
¥)(Rodriguez-Celma et al., 2013; Fourcroy et al.,
2014). RAEPIHIHRAE N EF L RBA G TP
IESRER A T B B AR, (HIRE
A3 Ak 4 A0 o] 2 e R A 0T A R 4k I 1Y) i
H DI s i 2B & G LLAE FILE AT 98
A H1(Tsai and Schmidt, 2017).

2 BHREREFTIRELUESYENER
®E

DR BB — R LA IF It R Sy BERE 45 44 1)
My R &), RIE T YA A S & 12 (Waters et
al., 2018). RN e A Qi 2 f o R ) O AR R AR
Z—, PRI 8 000MAR Y, MEMAEKKE K&
)-8 HAF A B 252 (Dong and Lin, 2021), 2K
PR e AR A% v ) A Jo 2R A B I 4 AR % 15 2
JZEE AT, SR EBNLAE, SEkTs T AL A TR
WG R 15 UAID f#AT (Robe et al., 2021b)
(E1). EERASITERA, 2 RKARAEHIEAE
BE7E &R (7K i B gk b 2 (Lan et al., 2011; Pan
etal., 2015). A AL 4E 2R Y B AR 1) 55 14 Sk
fils 2K 5 = R ik @ B PAL1 (phenylalanine ammo-
nia-lyase1), VLK & B2 A B A 8 A% 1) B 2245 SCiT
1h4-F S IRHHEEA (4-coumaroyl-CoA)ft < liF4CL
(4-coumarate:CoA ligases). It4l, & l&E SR ATk
P BR LA A (feruloyl-CoA) ) 5% i il ¥ 5k DA A ik 4
M ATE BLIR /25 7 IR ¥4 Ak A RE It %% #2 I (hy droxycin-
namoyl-CoA shikimate/quinate hydroxycinnamoyl-
transferase, HCT)FIWMEBLGHEFA O-H 24 FE Rl
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Figure 1 Biosynthesis pathways of iron deficiency-induced coumarins in Arabidopsis

PAL: Phenylalanine ammonia-lyase; C4H: Cinnamate-4-hydroxylase; 4CL: 4-coumarate:CoA ligases; HCT: Hydroxycinna-
moyl-CoA shikimate/quinate hydroxycinnamoyl transferase; C3'H: 4-coumaroyl shikimate/quinate 3'-hydroxylase; CCoAOMT: Caf-
feoyl-CoA O-methyltransferase; F6'H1: Feruloyl-CoA 6'-hydroxylase; COSY: Coumarin synthase; S8H: Scopoletin 8-hy-

droxylase; CYP82C4: Cytochrome P450 family enzymes

(caffeoyl-CoA O-methyltransferase 1, CCoOAOMT1)
TE R /KSR R 2k Ab #E (Lan et al., 2011; Pan
et al., 2015) (£1). fEX IR E, BREFNE B
a2 e B R ) L Rk s i R W], PALT. PAL2.

4CL1. 4CL2#1C4H (Cinnamate-4-hydroxylase)&s: &
LA AT A R SR IR S B il R [R] g I 5Bk AL 2 (Yang
et al., 2010; Rodriguez-Celma et al., 2013; Four-
croy et al., 2014) (£1). 2 LR, HFERAIARA K
HH G 1 G B il A2 R 7 B S5 /K1 AR 1 7K g 13 Bk

BRALFR, MR #EE LR ARG, A2 E T
& SR BBV BE AL .

WEFLRN, R TP AR AT A& O R W B Bk
RE IR B SR KRB Y), WHEZR K Rfraxetin
Flsideretinfil % J Z Fesculetin (Rajniak et al.,
2018). HYG, H LR ATARITZENEHEEA (feruloyl-CoA)
TEBT BRI AHBEA 6'-F2 L (feruloyl-CoA 6'-hydroxylase
1, F6'H) AL T A -2 JL F BB A A (6'-hy-
droxyferuloyl-CoA) (Kai et al., 2008; Schmid et al.,
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2014) (K1) Fe'H1Z I o & 2 3R ASHHE ) 551455
TN, YmAF6'H 1L K ThRe s e 5o A SR 1)
E e MECEF AR ET T, F6'h 15 AR AR i pHER K
BRRA N AR ZAM ], RISk ) B A S5 SR Y 5k
BAEIR (Schmid et al., 2014). it 5L RN, AR
Jit I A L3R RGP AT LA K F6'h 158 A2 A 1) Bk i 3
B, RPECRBMAEMESRBNH BAEEEN
(Schmid et al., 2014). B %% 5 scopoletinz g 7+
RFEENECRBNEGWZ —, H6"-FEERT % 4
A ATE I 2 2Q- T S A AL A Y B AL A B, 12 S 20 B
EREFRERE ERT DAfESR L ™ B K47 . Vanholme
2£(2019)HF 7t K BH, BHADEEIE i 2 i X e 1 & 5. %
4 X (coumarin synthase, COSY)n] L2 & i%25
BRI R N, I HLE R AR 3B 45 0Ok B 24 T A
B S A Y4 A (Vanholme et al., 2019) (K1),
% 5 scopoletin/ & il % | % fraxetinflsideretinff]
HERTA . 7 scopoletinft B 75 5 8-¥2 (L (sco-
poletin 8-hydroxylase, S8H)HIELL A4 R 2R & &

®1 BRI SEEERBAEYE RS R R ER

(fraxetin) (Siwinska et al., 2018; Tsai et al., 2018),
fraxetin it — 2 75 411 il (4 3 P450 % i il CYP82C4 1)
11k R A4 ficsideretin (B1). AT, RTFRE R
esculetin i) 4E Y & B A 4+ . VanholmeZ(2019)
RINFF B R G HECOSY 1] LAE {4 4MiE14.6-hydroxyca-
ffeoyl-CoA & il Z5 ¥ 2. F esculetin, {H 2 %1020 1
RIEAEDIRNTFRUESL . IEAh, Rajniak%:(2018)F 7t
RI, EME (Nicotiana tabacum) Bt ik F6'H1
FERT] DA 22 5 2 Resculetin [ Rk, HENZE 2 2
Zesculetin ] fg il 1 %5 5= scopoletin & H AL & i,
H I L& B BA gt — B 5. COSY. S8HA
CYP82C41E G5 /K-F b2 sk Ml mipHiE (% 1), H.
LI DR Bk 2R AR A4 A b B A 1Y SR 30 L o sk 42k A 7 pH
AU, Bt PIESER SRR S 55 M N EER
1k & W2 iz 3 fraxetin Fl sideretin 76 2 4 Wi 5 k2%
v BA I AE(Murgia et al., 2011; Rajniak et
al., 2018; Siwinska et al.,, 2018; Tsai et al., 2018;
Vanholme et al., 2019).

Table 1 Genes responsible for the biosynthesis and regulation of iron deficiency-induced coumarins

hitesr A Ditie BRI % R

FEHRAMRER  PAL AP A %57 Rodriguez-Celma et al., 2013
C4H 4-FF TR R %57 Rodriguez-Celma et al., 2013
4cL1/2 S B EEAG R %57 Rodriguez-Celma et al., 2013
HCT Wi A %5  Rodriguez-Celma et al., 2013
CCoAOMT1 [ERELHEEA G K. %57 Rodriguez-Celma et al., 2013

BERAH F6H'1 O-FREMMEL ALK F T8 Kaietal, 2008; Schmid et al., 2014
CcOoSYy WEZA K S/ Vanholme et al.,, 2019
S8H RIEREH #SA  Siwinska et al., 2018; Tsai et al., 2018
CYP82C4 Sideretin& i #HSM Murgia et al., 2011

HERW PDR9 FEEBUAWIMNES W HFFH Rodriguez-Celma et al., 2013; Fourcroy et al., 2014
BGLU42 BT AL %S Ziegler et al., 2017

Wz FIT IEREE T RERK #%SA  Schmid et al., 2014; Ziegler et al., 2016
MYB72 EREEERARK #SM  Stringlis et al., 2018
MYB63 EHBETERA ? DelLoose et al., 2024
bHLH121 IEREEEEG R MR Gaoetal., 2020a
MYB15 IEHBETEERA ? Schwarz and Bauer, 2020
KFB1 EfEELRAK %S/ Zhang et al., 2015; Chezem et al., 2017
KFB20 EfEEEREREK #%S5%  Zhang et al.,, 2015; Chezem et al., 2017
KFB50 IEREEEEG R #%S%#  Zhang et al.,, 2015; Chezem et al., 2017

? FTRAKH. ?indicate unknown.
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3 BRFESREFTRXUEYFEMRE
w2 U
PR = 7% S LRI B 4% = scopoletin., % 7 Z fraxetin.
Z [ . Fesculetinflsideretin%s L EHEHF G RBNEY)
14 1 (Robe et al., 2021b). 5 e my2Rib &¥2540,
HFERBNEY AR E HEA —E M, Hik
BEES - PREENTERETER T (ES T
scopolin. Z& ¢ Ffraxin. Z& ¢ H Zesculinflisideretin
BEFE), FEEAE T W0 (Werner and Matile, 1985;
Knoblauch et al., 2015; de Brito Francisco and
Martinoia, 2018). #RT1, 5% 3& BIAE YA 73 Wh 4 Hh i)
B DRBUEWRE 0 AR A1, BRIEE
TR E Y 3 WA R E AT 2 AL )V (Ziegler
etal., 2017; Lefévre et al., 2018). I+, WEHE
= 4H Hfd (trichoblast) 4 57 P 2 3k 1) B-Hi %) B H i BG-
LU42 (beta glucosidase 42)fi 51 i 7% scopolinff]
FpEILAL (Zamioudis et al., 2014) (£1). bglu42537
R REZH T RmBUEY, HERAWMDHE
SERFMEMR W BRI S, 3 BIBGLU421
ZRERAAE I A SR R E Y o WA n TR 75
(Zamioudis et al., 2014). Ahn%:(2010)% € K34
UL TR 12k 1) B- 41 6 B Al BGLU21. BGLU22
MBGLU23E {5 A7 K AIBGLUA2 )G M, AT LAK
fif B 75 ¥ scopolinf1 2% Fz F & esculin4: i H X B
TCo JUE M, 5 AR T EE A P gL e gk — IR S
BGLU21. BGLU22FIBGLU23FIAM15TheE. K,
% 575 i fifraxin. %= 2 H & esculin flisideretin i £f
I3 WA T EREEAL I BEA A Fritt — PR A E .
UTAER, PRIUBRSL T 78 o & R RS
23 i BAK # T ABCG37/PDRO%%1z % M (Rodriguez-
Celma et al., 2013; Fourcroy et al., 2014) (¥1).
Rodriguez-Celma®(2013)#ki&, 554 B4 55 7+ 41
L, pdr9Z A A4 e A AR 4 ) FH R Bk U rh I Wik
AL, pdr9ZR A8 AR AEAIR B By pH 4% A1 T 230t 5E
i 1 Bk % 7 (Rodriguez-Celma et al., 2013; Four-
croy et al., 2014). #t-— G 5 BoR, AHLLEF A R
I¥, pdrORAARTE AL B BRIL 2 Bk S5 1 AR B3 Rg
5 R B £ (1) B 3% T scopoletin K& AT AW, TMAER
FrRor iy A RS B R BNAE Y H S B B K, E
SPDROTEFH G R& KM AN /il h A HE D)

(Rodriguez-Celma et al.,, 2013; Fourcroy et al.,
2014). [FI}, pdr9ZRAAARR bRy W th i A SR 2R
WEDMMFAEBEN L EHIZEATRS S OR
FAEHI Mo BEAL, FEMHEE o PDRIH A i 2 [A]
NtPDR3TEH; 5 /K-F L Bishek, 2 50-HENEE
R, R IX M2 5 H 1) D ReAE A [/ P F 2 7]
B A #5571 (Ducos et al., 2005; Lefévre et al., 2018).
LR S5, MR AN r i AR R 4 P AT R AR 4
(atrichoblast) /& 53X AN Al & G R KA SV 70l BAT
R A 2 — NI R . Robe4#(2021a)k F Ot
W R AR FR B R T SH TAEE G R
Kb GWEa, 8RR ERREBEE S T scopoletin )
syt R EBAE, 1% K & fraxetin M L 2 &K
esculetin )73 WK TR B, IR AELENTARE K
Y BRI, A RAEEYIRPROCH AL
R SKAT T )R T /D8 BB SR (Ziegler et
al.,, 2017; Lefévre et al.,, 2018; Stringlis et al.,
2018). LRHIFTRE, —MoEAEERITUE
Bl AR AL o B PRI, B A RN A
Wt e AT AE M YRR B BB AL, AH LA fr it —
L7t (Ziegler et al., 2017; Stringlis et al., 2018).

4 REKFSUEEERGHHIEE

RN R T 3RE, HFERBNEDH
A RO AR 2 4% (Vogt, 2010; Xu et al., 2015). &
TR LA, B ERBUEDII A R 2 S
BT ITRMIFL T ITERKEN . Fl, Leikovads
(2017)EF LR M, B BT LIS FOHT1S R U R &
FOAH DGR Rl ik, AR T il SR B Em
B U730 X FhsZ e AEBE S FRO2FIIRT 13215 & 1)
T, KRB R TR FEER R N, R BN
SRF G A O BEEGBE R R B 5 kR USORE O ik
K52 L [l — R4 2R . thabh, B SRR SE E
SR BN REEYE T RTINS B 5
W (Leikova et al., 2017). #Hx, Rodriguez-CelmaZ%¥
(2016) R Bl ik = 2 S ESBHE A R IA KRR, M
1M i B T i fraxetin flsideretin&: & G 2 X054
Rk . Zieglerss (2016)F 78 & B, FEYD S o AR5
IR A G R IR S YK R A8 (k. Chu-
tia%5(2019)ik — W FUR I, R T 240l B TR Hlles-
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culinfliscopolin®s & G R HE R EFH L, RMmE S
FUT W sideritinfl H & AR, EBRANBERUE 5k = 5%
HF, fraxin g &5 R (R F7 ALK P, T side-
ritin i S = AH b BBk 25 4F R 2 3 PR IR (Chutia
et al., 2019). %:T DL E455, Chutiads (2019)HE M
B Z AR = 78 A sideritin®E R iiFE E R A ROT
I BAHEUER

BIRCINE TR A& S SR 4
JE SR 2R F MR, SRR FL BT B R AL R0 0 2 B
/(Schmid et al., 2014; Tsai et al., 2018; Chutia et
al., 2019). WFFERM, MrEFHHH17PbHLHE R
KT 2 5IFHZEED B (Gao et al., 2019; Gao
and Dubos, 2021). b, FIT/E —AMlllail 5 5 i
bHLH# s K7, Heo i 5 AN 8] 1) £ 1 5 A BAE R
PR S 56 38 I (IRT1 R FRO2% ) (1 2235, #E UL/
TR 4% R A 4% 01 FH (Colangelo and Gueri-
not, 2004; Bauer et al., 2007; Schwarz and Bauer,
2020). Colangelof1Guerinot (2004)il it %% 5% 415
i, RIAEGRBUEYE A KIEEF6'HT. S8H
MCYP82CALESit-1RAR P RIL T T M. Hfit-1R
AR R G U R EE R R IA TN — B, fit-1RAR
& fraxin Flsideretin # 7 & AH b B 4= B0 RS 77 &
% [#{%(Schmid et al., 2014; Chutia et al., 2019).
I, FITRE I f R E s EE N T —,
SR 5% T FIT & B #% 8 A M2 F6'HT. S8HH
CYP82C4FE A ¥ ik B A IR AR S (KE2) . MYB7272
FITHORY e e PR 7, EH K1 B2 FITH 5 -1
#%(Colangelo and Guerinot, 2004) (2). Stringlis
Z5(2018) W T R I, myb7 254544 Je FAR B 73 Wh 4 o
i) scopoletin fll esculetin % & & & K1k &4 & & [%
k. Zamioudis%5(2014)fF 50K, it ERIEMYB72
AT DA b i 2 A e AR a8k A Ok B Il R X PAL
C4H. 4CL. HCTHICCoOAOMT, VLK & 2 & it
KFEEKS8H, A F6'HTIE R Rk (K2). A,
FEMMYB7238 2o 1 2 3 2% T4 Joe AR 4 3 4% O Bt g
P A LR A G VAT R BT BRI A BE AT & B, AT
W TR B R BU AW S i (Zamioudis et al.,
2014). bk, MYB727] el i i % S8HIH R 1A T %
it fraxetin UL X sideritin [ & % (&12) . DelLoose%%
(2024) Wt 5t & B, MYB63 1] DL it i 15 COSY Al
F6'H 1L [ 2k 43 % 0 £ 1 4k . Gao’s(2020a)

7T K I, bhlh121784% f& Hhscopoletin. fraxetin
sideritinAH bL 3 A2 R0 R I 2 25 PR AR, JCH 2 T i)
fraxetinfisideritin. ik —2 73 #1 3B, bhih121R 2 44
HF6'HT 1) 1k AE BBk 26 AF N AR N, 1T S8HAN
CYP82CAMRIBAETRAN & hAF M F B T, &
BIbHLH121:8 53 1% F6'H1. SBHAI CYP82C41) % ik
WEECREBNEMNE R (E2), 1R HChIP-
qPCR7 kR MbHLH121 A g B 245 & F6'H1. S8H
FICYP82C4E A ¥ JH 3+ 7 5], H#EMIbHLH121 7] g
L B A MYBT72 R FIT 84 5 B AT [ 422 18 4%
F6'H1. S8HFICYP82C4%: [N f) % i% (Gao et al.,
2020a). M4k, FERBUEDHIE L Z B H e
KR T 1 RTE . MYB15JE Z 5P 1 S AR A R
FNEER o 25 (1 B L S R 7, mT A PAL. C4H.

4CL. HCT. CCoOAOMTRIF6'H14: 3L A 3%k, MM
et & 2 R B EWATR T A % (Chezem et al.,
2017) (£1). I, 3/1"KFBH H(Kelch domain-
containing F-box proteins)Z: 5 % P ke A G 42 %
ity 5 (A 1) A, H AP KFB1RIKFB20%Z ik eki% 5,
WEAZ 57 G &6 OB B K % 5 4% (Zhang et
al., 2013, 2015; Tsai and Schmidt, 2017) (£1).

5 BRHKESEFTLRLXUESYNEE
Thie

S BT 2 WU 9T DA UE B SR R A
B BRI 53 WAL R A Bk 1) 15 X r 47 B A €, SR
W) B4 AL A 564275 2 (Rajniak et al., 2018;
Siwinska et al., 2018). Sideretin. fraxetinfllesculetin
57 T RN Fe® BB A B JFUE 1 T AE R AN E B
iFsZ(Rajniak et al., 2018). %A1, WA R, YR
ROy W xt e 1A J5 B 13 A% T3 o 4k S KR S
fifFRO28L# H A & AN T EEE Fe® ik S it /)
(Rémheld and Marschner, 1983; Schmidt, 1999).
FItE, 2ru T SRR Fe® il SR AE 1 AT e A 2 AR
WD E TR R E— AR . BEFUR T, B AR YA,
T A A B S AR A F6°h 1- 110 Fe® ik J5 g
Jo#EZ R, BB AR AR BR i i R R
B VA BE AL SR8 TR T R A A fro 2 ik A,
BB U Fe R e I AR R WA E TR E
ZEIHE(Schmid et al., 2014; Fourcroy et al., 2016).
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P BB AA
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-%%Wﬁﬁ%ﬁm;\
lcosv -« @

HET

lSSH

Fraxetin

l CYP82C4

Sideretin

PAL. C4H. 4CL. HCT. C3'H. CCoAOMT1. F6'H1. COSY. S8HHICYP82C4f[E & 1. IVc bHLH: LE7IVe bHLHIY 5 i
AT Ib bHLH: #0FF 77 1b bHLHIE 5K 5% K7 FIT: $LR§ 7FbHLH29%; 5% K-+

Figure 2 Regulation of iron deficiency-induced coumarin biosynthesis in Arabidopsis
The legends of PAL, C4H, 4CL, HCT, C3'H, CCoAOMT1, F6'H1, COSY, S8H, and CYP82C4 are the same as shown in Figure
1. IVc bHLH: Arabidopsis IVc bHLH subfamily transcription factors; Ib bHLH: Arabidopsis Ib bHLH subfamily transcription fac-

tors; FIT: Arabidopsis bHLH29 transcription factor

SRT X FE AN RE 58 2 HERR 7 B B XL At Fe it R
DR i, R W E C R B EY, ER
BRI 58 T AL e B B S R B E i, AT
e #EFe [fiL J§ (Tsai and Schmidt, 2017). &HHT %
FH, MMM N, sideretinflfraxetin 7] DL . %p
fro2 58 AR IR Bl Bk R Y, {IE S sideretin flfraxetin 7y 5.
0] LLTE RS E pHA A ROk SR Fe™, M {2 ot 4t 4 ik
KW Wi (Paffrath et al., 2024).

DAFE IR SR B, SLas a2 B A R R S A R
A B B R AR A (F6h1-1. cosy-1F1cosy-2) ] LUK
51X LU G2 AR R ) k- 2k 2 7Y (Rodriguez-Celma et al.,
2013; Vanholme et al., 2019). tt4h, #t—H 1k
W EL AN S B IE S AR it N 23R (esculetin, fraxe-
tinfisideretin) il LA Kif6h1-1. s8h-1F1s8h-253 78 A
B E M . Robes(2021a)f 7t & B, #lm 7+
AJ LA i 4 Jsiscopoletin. fraxetinflesculetin: 7 &
KRG, BTULERM, &6&a 5 UERE
PHAME T 5Fe> TR E &Pl %, Robe(2021a,
2021b)HEM FEBME S E N, G R W E SRR

i, — 7R G L Fe®, 5% — 5 T T Ak B H:5E
W F e - 3 T A I R 2 S R R
1, AR AR BNESE, KRR — PR R YR
ZE AW E BRG] T8 SR AR
K B AR T BE -

6 SHESRE

PR = 5 YA A W B B R I &
V) E 4k & BT 2 ANt 40 (Brown and Ambler, 1973;
Takemoto et al., 1978; Hether et al., 1984). sXTf,
S5 2% AF T FRO2FIIRT 14 3 1 i 28k W Wbl o] 48
i T IX A A WA B A AR I ) B T R (Tsai
and Schmidt, 2017). YTk, K& I8 A% UEHE 8 2]
IR WM EFE T RBMEYRAERERHEY) 2
WR IS % 4 [t i 240 43 (Tsai and Schmidt, 2017; Robe
et al.,, 2021b; Paffrath et al., 2024). Fraxetin.
sideretinfllesculetin® = E 5 520G LRI &F 2 R
A E W) R OB AR R B g FE R (FE6'H T
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COSY. S8HHICYP28C4)f% &, ZMWFH G HRAE
VG RIS A T AT FLAE SRR B AR W 22 T R )
L, REWL, AN SEECREM. .
I3 U SRR DG i) S T o, DB R RS
5 A B B AL .

(1) %}z & Fesculetin AV & & 42 1 A TH
i . HERVanholme%:(2019)iF St 5 & & #COSY
A LLFE 44 1 i 4k 6'-hydroxycaffeoyl-CoA & % % 2.
ZFesculetin, (H2 Iz MWD TRA fFt— BAEEDIEN
1IESE . Rajniak#%(2018)#Eill 2% Fz £ K esculetinF] fig il
I B %5 = scopoletin 2 FU 34L& i, SR Tk = e g
R . Pl BRI . s e AR AN
R84 2 S5 T 1R U %% F £ FResculetinB A=Y & Bl
P BT e TR - B G R A S SR .

(2) EERFEME NG, fEREELRETE
FH T A2 jont B L3R, SR S 1 A A i B TR
H o SRIMAH SR R SE L RS R WARTE, 2 R AFAEANH]
FIPE B B 2 5 A A AP 2R B R 2B SV H b 3
WA RFE— BT 5 . & SR AL 1 25 s e b i
TBRARF, REFEMKFHzEAZ 5T RERM
JIES 1) PN AT 1) Ab () B s, ABC# 3z 4R 1 (ATP-binding
cassette transporter) 5 i 7t il N TE LR B 5T %)
(Robe et al., 2021a, 2021b).

(3) BAHAIC KM AR TRE
B & AR B S BEBE Y, (H 2 AR RS AL
ANiE#(Gao et al.,, 2020a; Robe et al.,, 2021b).
F6'H1. COSY. S8HAICYP28C45%5 ) Hl L A L ijiF
SIN=R KtV R S K i i 2 ok S i DU = /1 e
RESETE | T B L A2 0 28 LA SR EMSE AR 46 7 VA ] gk —
S YZ IR AN 5 1K ST DR 1)U AR R, AT ) B A
TREN SV G RN 4

(4) #—PHENEGCRIBNEMED G BRI
s 32 FE IR R Z AR AL, JCHGE e
. K8 LESE TR LI 52, AR
TS B BT R A AR & R R
EYE BRPE R .

M, B AR M GRS
HIE G A i USR], AR T AR
RS BV E FIPLEE, A e S s ED B
FhAEYD R A M sl R A PR AR o

{EE Bk A
JiEN G R SCRS KRR, 23Sk
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Advances in Iron Deficiency-induced Coumarin Biosynthesis and
Their Functions in Iron Absorption in Plants
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Abstract Coumarins are a class of phenolic compounds with benzopyrones as the parent ring structure, categorized
into simple and complex coumarins, and widely distributed in higher plants. In recent years, studies have shown that
root-secreted coumarins can promote iron absorption in plants. Here, the recent progress in the discovery and identifica-
tion of genes related to the biosynthesis and regulation of plant iron deficiency-induced coumarins is reviewed, and the
molecular mechanisms of the biosynthesis, storage, secretion, and regulation of iron deficiency-induced coumarins are
further elaborated. The mechanism by which coumarins could promote plant iron uptake has also been discussed. Finally,
this paper provides a preliminary outlook on the future research directions to gain knowledge of these mechanisms, which
could offer novel opportunities to generate iron deficiency-tolerant crops and iron-biofortified crops.
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