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FAH — B ENKRBI. BIF S TREG AL, EFR, AR LERTHMKION. Btk A e ALh 7 @ IRIFR
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HATHE M 253k B AR B
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YEFIFI 2 R & S Y BB AR g s R R IE T
ANFEERIERH . RESELERSEFE, H
Potgk % UF A7, FAE mpHE A K
LI R AR, PR T R AR . B
F b SR AR B I, A A Bk N G A kT
F Ay tHE G RO AR 7R I — A ] (R R A A
2012). [FI, tEY)E NRFE R BEYRIEe —, $#
7 NERT L FBTF 2 EEE RV . Bk
AT E E I AZ O 5, B8 15 B b bk 45 & s I
4, MARSHREOSEGRNLED. ALK
R0 i VF 22 A B D RE 0, AN (L EKC
Ot R EALEE . AN BRI E R A
&, ULl A B FE Sou R AR TR BE A
K fg R EE ., TR F IR
AU E— B AEYE 9757 . M AR B 5 Al
Yoy F AU AR — N EENE. B,
TR IS5 AN i A7 B0 7 TAE A RE Rk
T 5 o6 T0X 77 T A 7T, SR E 245 (2007) AR
25(2009), HIZL2E4E(2011), JHBEA4(2012),
Brumbarova®$(2015)f1Briat2:(2015) G 4iik . A
SRR K T 2% RS I 231 IR AR AL 9T 34T 4%
A, FXF AR AT RERIATE T 7 1R AT T R,

1 TEYIRUCER T R B9 3 F ML

FER IR A RE R, AR 3R B2 05 1)
BRIuER, (R ik S ik B RS i B ) B, AL
1o — BRI VBRI S AN A 1 4 s
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KRG AP A & St (Romheld fllMarschner
1986); —MLAEHL N, IERABHEYIFURAFHEY) 7
WK 2 S5 R 2R G\ -3 iR i Bk e 25

JERABHE YRR TR I R AL EH 34
R H-ATPasefE 245, Fe''ib Jii R Gt flIFe™
(512 250 . (1) H'-ATPaseZi 2 %t: 1% & 40l 4
TAH AR e pHAR, 39 nAR B - 338 S0k h 4k 1y T
WM A% JH -ATPase (HA)FE[H i, —LeHAJE
WKL Z B EE S, $OANS 5 T DS
TEEMR R SR 4% (SantiZ2005), 5] 0Pl #g 7F
v () A HA 25 R (SantiFISchmidt 2009) 1% JI HH (1
CsHAIXEH . (2) Fe' B R 40 HAFEEF 1B R
FiFe™ 18k B 1 #4 i6 J5 g (ferric-chelate reductase
oxidase, FRO) M5 Z FE X FINADPH I &0, W
AV TF [ Fe’ 2 434 JR BFRO2 (Robinson
%:1999). (3) Fe ki R4 ZAGHIE— K5I
)%k % 12 £5 M (iron-regulated transporter, IRT), 7] DL
W B SR Bk B TR B N, 1 B L fh iz
T % AN A B AN B B R AL, 45t
ARG IT P I FE 2 B (A ZE FIRTT (Eide%51996), — 4k
& RS E A, WINRAMPI, S % Bl 5 5 M\ 115
R B Ak, B L RIS R R A L 5
et 7, AT AR T I B AR IR (155 A g DA B L0t
H & KI5 55 (1 R (Cailliatte%52010) .
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Table 1 Major genes responsible for plant Fe uptake

FEA g A e FHORHEA S50k
FRO FFe™ B S i Fe™ PSR EY) AtFRO2 Robinson%£1999
IRT Fe* iz 5 (50 51) AtIRTI Eide%1996
HA Tz R CsHAI Santi%$2005
PEZ Ty Wt i i ? — IshimaruZ52011
NRAMP Fe’'i%ia ? AtNRAMPI CailliatteZ2010
YS1/YSL Fe(I)-MAs/Fe(I)-NA ¥ 12 75 5 TR 4 | Y OsYSL2 Nozoye2§2011
NAS Je v W A P PSR GREY) HvNAS Higuchi®%1999
NAAT J b e e 2 I PSR GREY) HvNAAT-A TakahashiZ1999
DMAS B AR F AR R A B PSR GREY) OsDMASI Bashir&£2006
IDS2 HEM )RR I AR R A PSR GREY) HvIDS? Nakanishi%$2000
IDS3 FARIR & A FHFIGREY) HvIDS?2 KobayashiZ£2001
TOM1 F IR 15 7SR (R EY) OsTOM1 NozoyeZ52011
FER/FIT RGIE W R T e SIFER LingZ52002
AthHLH38 RGIE W R T A AtbHLH3S Yuan%52008
AtbHLH39 RGIE W R T A AtbHLH39 Yuan%52008
PYE F G ) i R T e AtPYE LongZ52010
EIN3, EIL] LIFAE 5 T ? AtEIN3 Lingam%52011
bHLHI104 RGIE W R T e AthHLH104 ZhangZ§2015
ILR3 AR LK R T At AtILR3 ZhangZ#2015
BTS HEMI R G5 H T A AtBTS Long#52010
IDEF1 RG] 7 42 T 2H R OsIDEF1 KobayashiZ#2007
IDEF?2 RG] 7 42 T 2H R OsIDEF?2 0go%52008
IRO2 RGUE )i R T PSR GREY) OsIRO2 0g0%52007
IRO3 RGN T A OsIRO3 ZhengZ52010

BRI — RV E I RN A TR . 2 5 2RI
AW G BT G I S BB (NAS) L A e fig
R IE R M (NAAT) R XU A 2 R IR & 1l il
(DMAS) (HiguchiZ$1999; TakahashiZ£1999; Bashir
££2006), ZZAREE — AL LS %I FHTOMI (trans-
porter of mugineic acid family phytosiderophores 1)
EAswE . RRFEEE A Fe S
FIRMRI M4 YS1 (YELLOW STRIPE 1)
FIYSL (YELLOW STRIPE1-like)#% iz #k & W i 2
M P, FRRECH Fe' (AR R (NozoyeZ2011).
EARAFHEY T, ZRBE S 5% TEZNE
&S T IR B IR, 4510 A Zn(1D)-MAs T i
Zn (SuzukiZ$2006).

A e Y PR R I SR A R DA [R] B SR FH A R
Aok n R, B, KRERERE M OsYSL1SH;
e A IEFe(IID)-MATR AP, BAeEd B & =
M8k iz B [ OSIRT 1R I 35 1 i Fe® (Inoues
2009; Lee%$2009). HEA)HERAME G I AR brEf5g
(AR b ia B I A0 B, RN eide 7 RER B2

g0 M BT A S H W BE /1 (Arahou I Diem 1997
SchmidtZ:2000; Schikoraf1Schmidt 2001). 7t %
B, 2k B 2R K R I8 B AUXTTE AR 2 Hr AR
FAKRAES LRI K, i 0 2k B 14
2 10 PR ) AT DA eSO AR K R T 5 e AR 2R e 1 25
FI(Giehl552012), 1EZMHAERKBZN T, Bk
ARASE A0 T M 1) A A T 40 PR A A o S AR B 4
i, (AR B 43 B MR 22(Schmidt®:2000) . X iy
RTINS TR 22 345 A RFUBCL3 (LifSchmidt
2010), {HHBAA S FHLHBE B A BT FIE
2 MR TT R IR R G R IRENLHI

EYE NAEE SR MRS RE R g, ik
AT 8 425 P 265 2 AL 40 IS 5% 2 5 AR A0 Fy — b 22 O B 2
A=Y . —J7 1, R4 75 B RE A% X 3 rh B
BRI B AT N, DA BRI 5 — 5T,
T ) 5 B N RS AT %, DAk S it 2 1)
B EEHGEKKE - AERE. TER, KAR
T AR R ARHE Y -5 Bk USORH 9 25 PR R B AT
() ZR R R T O e p % e HoR(ED.
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Fig.1 Regulation of Fe deficiency responses in nongraminaceous and graminaceous plants
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2.1 BT R R GRS L
FERMFITH: R AR AR A FBHE Y 8k ot 2 W
W RGN B BB 3L R . FERFER B IRTE T
H T3238fer T R il %5 5E ok, FHogmhd— M
PEBZ i E e (bHLH) 4% 5% 1 #2 8 1-(Ling55£2002) .
FERFER i I FER & & A AE M4 % o, 7
FRER R FE I IR, R IA 3G 08, Rk L =i,
FERWIFRIRAE 15 5% J5 7K1 b 52 2|l (Brumbarova
FlBauer 2005). fUlrd S+ HIFIT (FER-like iron defi-
ciency-induced transcription factor, |74 NFIT1/
FRU/AtbHLH29) 7% % SiFERV[RIVRHE ], = ZAEMR
TS SR IR 1) SR, EAEAIEIRTI (R1)TE
PR B SR i 2 15 A R ORI ) O [ i R T ER B
£ H (Colangelofl1Guerinot 2004; Jakoby%52004;
Bauerd$2007). fEERHBLN A7 L B SFAF T, FITH)
DIRER R RAR R I H 22w, KA HIBZZN
KR TIAERR 78R SR, FITHIZH RS & 3%
EHAREE T NS R IA, R R A fEH
JHRE PRI LT, BT Ve R DR A A ELAR A R A
% (ColangeloFGuerinot 2004; Jakoby%52004).
Yuan%$(2008) & H, RIS LSk 2 BB %A T,
FITHI 5 — b HLHIE F (Atb HLH38 T AthHLH39) (1]
I FRIE RENS A RO 5 S IRTIRIFRO2FE K 1)
FIK, EMEP YT R IR, Mg m 7Rk
Joih 38 iR 52 P . FEAREA AR N, AtbHLH38HIAt-

bHLH39% [ e % EL#% S FITAH BAEH, H#ENIH W] g
T BR8-Sk i AR . Xl RE JFbHLH A
R 40 4 K IR, AtbHLHI00. AtbHLHI015
AtbHLH38 M AtbHLH3 95 ¥ [F Y5, F£ 7 20 Ib
bHLH V. 5 J(WangZ52007), ix4/Mb bHLHZ%:[H
TE AR AN I o (1 20K 52 Bk 8 1) 5 205 5, A
EATS W R R FITIE T A F RG-S 8. 750
bt B R IKAtb HLH3S M Atb HLH3 9] {8 1 5 (1)
WX RSB, TR 08 25 0 WA B 3G At — e A
) LR (PSRRI B 2 I B (Vorwieger&5:2007) o

DinnenyZ5(2008)F) F 4H A F2 254 S P ok o %71
I3 BT 48 A B - Rk I 8 TR TE UL R TR AR 1)
HEF R MAERRKNER, 5&E S TiEH
B G RH DG I 2 D] 2 BEAE SR R Al i 3R,
1545 5 30 % R A 35 Jo R % 11 B TR 32 2 | 1
R4 . Long®5(2010)i3k— A 5T 1 Bk
T8 %A T AR A A A R R 15 5 A 0 T 4 A
¥ UFSCbHLH L 5% i 4% K T POPEYE (PYE)fE ik
PR AR K R EZ R .. fEEEFT,
pyeTEARPRAR LI F) (e K AR IR 32 B, K 354559 1k
R B8 A A AR e € 5 G2 SR PTE 45 RIE R B, PYE AR
e (Y s PsE S

Zhang%5 (2015 )18 o ] UL B 7 R AL AR KA 7
ik, RIDHLHE &K -F1Vell K % i i bHLH104
SILR3 W] LA [FVEH, 258 40000 T ik Jo e 11
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MZZ . bHLH104 51LR3 ] L E 322 1R 2 2k W fior 5%
P S R ——Tb bHLHF:R 4w 2 1 UL A PYE
(PRI, AT NI S R s AR R .
BRI, %25 M 45 SR B, bHLH104/ILR3 7] fig
FERRW B 3% K P B39 R IEEREB TSI R Ui
i, LA 1R 0 2k 3 B I (Long %2010).
2.2 {EMS TR RGN EE

TEARRBHEY ., BRI T ek ia i 5
FI = AE ) JCFIDEL (iron deficiency responsive
element 1)FI1IDE2 (Kobayashi®$2003a). 1E4HEL[)
R BLAOKRERIAR . e, A1 A2 5 T sk
Jifh 3 8 25 (K obayashi%$2003b, 2004); B J5 & I 1 4
F45 5T oot LR 5K -FIDEF1 (IDE-binding
factor 1)FIIDEF2 (Kobayashi%2007; Ogo%52008).
IDEF 1 AIDEF27E & 5% A AL I 8% B b 4 L 269k 1
To B A 155 (KobayashiZ2007, 2009, 2010;
0g0%52008), KA EAT S HE(E 5 MM A B
K %o IDEFIFIDEF25; GRS L& H ES
AT ST SR Ak 5 S B TR X 255 (00552008 ; Kobayashi
£$2009, 2010), HA, IDEF1A] PLIE [m] 4% K 2 44
CLAT R SR AR DG 2R R . 7R B4k i 38 (1) A ]
B B, IDEF 1T % 16 T Ui 525 DR e 288 2 R A B0,
IMIDEF2 AT 4% 1) R UL R T e AN 2 s

IDEF 1 72 7K A% FL 3 R 380 Bk i = Py o0 75 1) 2 3¢
DR F-. 7E Sk b LI, IDEF 1 1o 25 & 2k e s fn
FIFHAH SR R A 37 X 1 [ CATGC e A4 1 715 1% 4
BRI, AT AR 2k = 51 B2 (Ko-
bayashi%£2007, 2009). X 62k b HEAT]HA 5 B 1] 55
AT & ERT-PCRA 145 R B, IDEF1 7] LLIE [f)
W R IFFbHLHZ 4 5 R 7 OsIRO2 I R IE, J53# Al
DU E 17 2 5 B SRR O B TR ) R 08 i, B AE
OsNASI. OsNAS2. OsNAATI. OsDMASI .
TOMIFOsYSLI15, VLR HoAth— ek 75 5 5 S IR
TH)FIK(0go%52007, 2011); SR, 7E4bFH ) J= 11
KRR IEA S HE AN . IDEF 1 20 5 R - 45 2 B Al
BOHERXEBEESE N ER, B2alA
& @ & T 1 V4  (Kobayashi flINishizawa 2012).
IDEF1Z 515 2 8k = i T (LR RIA, X 4ERF
R BT B B E A .

K TIDEF2, J& TNACH: & 1 5 ik th
R Wi 19— 4032, I H B A HW T 515

FEPE, B 45 G ik S I T 4FIDE2.  IDEF2
TE/KFEAR R A | R Rk, B IS RNATHE AR
Ft A 0] UTER AR (CRES-T) I IDEF2 (1) D) g
ZFEUKFBRMER SRS RE . gz H24
FEFe(ID)-HH 5 i % 15 FE K Os YSL2AE A (1) — BL JE [R 3%
15 B, (HRIEIDEF2EE R PUER /KRG R, Bl = 5%
LI 115 S E VD, RIDEF22: 5 | XX
SBIL IR 1) 4% . IDEF2AEMS 45 & OsYSL2J3 5 1 [X
1, %0 L E RS Os YSL21# 2214 (0202452008)

AN IKAE Bk 5 SOHLHE I K Os YSL3 AT g 111111
VAN R RS ER 75 2 R K (Zheng 552010) .

FE BT o3 i 45 SRR B, IRO25 AtbHLH38
AtbHLH39. AtbHLH100FTAtbHLH1014H1l, IRO3
5PYEM L. {H2& %A KIFER/FITEE KRG H K
RS 30 B A)(0go552006) . B FEAR R AFHE
V) A 1R 2 S1DEF L MIDEF 2 AH Bk 1) % 5% 1 8 [l
¥, (B HFEY R Dhe B AT ANE 42
3 EYIMEE S 0 F XA T R R 20

Bk T RE R IR S S YR T = R R,
VFZ A E KR AN A TGS RGM
ST HMIESE S T —d . PRV, EY
BRGS0 1 T RE B 6 FIT) % S35 1 R 45
A FIT 8 A F 8 P 1 e 5% J5 4k 2 5 i )k
R fifh 3l 3 5 (Garcia®$2011; Lingam#52011). L,
LJFAINOIE [ 1 42 25 70 2 BRI, A2 48 B T IR
BT E O THEH T EERERIE R T, SETE
RN FIR, AR, ZEEaREEN. EIR,
0 FE TR K FESEAE N I AR R AR ) AR A B
V) RS IE 5 25 A B RS 5 2 R (Lucena®$:2006;
Waters?£2007; GarciaZ$2010; Wu%$2011), ETH-
YLENE INSENSITIVE 3 (EIN3)FfIETHYLENE IN-
SENSITIVE 3-LIKE1 (EIL1)E A& 5 5H S
WA HE L SR T BERERUIR A SEURHIESE,
FITHEW SEIN3FIEIL1 2 FAH EAEH, 38 BH Bk )
T8 NE N 2 TS 5B AR A S 1K i EE
% Z(Lingam52011). ein3 eil X FASRL) 1 TN
HR AR 5 P SR 3 R 2 e R AN A/ B FIT £
(133 &, EIN3/EIL1 ] g SFITS: & ok FH 1E I A .
EIN2 (ETHYLENE INSENSITIVE 2)J2& #4718 7,
I 1A% O IR AR R, ) Re sk 2 S EUEY) 52
A2 R 2 L T 2 A 5 8 % Bk T 3K TR
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(1) — AN B ATL i) 2 388 I S P A EIN (1) 5 X 4
EIN3/EIL L[ & F A e 14, 2 AT 5E 52 el 6 4 62k
JCE AR (Li%E2015) .

NOJE 3 8 4 A5 235 7 A 5 2 1) 2R 03 1 43
T, e Rt m AR ARHE YRR A BHE 2 14 P 5
A B R0 AN R #6(0go%52006; Graziano
FlLamattina 2007). NOTE B 7 5h A0 5
TR AL 2R, NO[M) B Bk P I R 0% FHAS FER/FIT
M T W R IRTHMFROW) % 5 % 14 (Graziano 1
Lamattina 2007; Chen%$2010); =ik E )CO, &5
B Al TP NO B FR AR i aE B 25 s R (Jin g
2009).

A KR FFEAE SRR AL AR AR R, BAE
T 2 -NOFR I b3 >R 1E ) 8 42 1 47 Sl 2k Jo
R (Chen52010), SR, 4 kDAl Al 5 2R 55 BH
2 RN A K R MR TR TR [ 26 3k 1 W 4 A ) 2
R H(Blum%2014). K RREM MR A ST
R L #E 5% 5 4% S A HA2FE IR (R 223, R, 4=
20T AR IE I 2 g 45 SR 5 T R ) S Ak P 9
(Giehl%52012; Takahashi%$2012). 7% 2 B [ 5
AR R, B R Be R AEbHLH3S .
bHLH39. FRO2FURTINI: 5%, RN /x5 &= HF A
REVS S FITH 1A (Matsuoka$2014) . ol iff 7t 45
REW, FERE 54 FHEE I DELLAX Y
FEGRER B 25 AF T BRI R EEREH . 2
Bk B 20 FAR I, DELLAZE [ 7E M4 AR 4 4 rh
R DL HIAR A4 A RFDELLA R 22 MARAS
[F) A 1) 3% 12 40 i oz 0 HERR, XA S FIT 2L A
W T DELLA S (B0 7 FH A 307 0, a2k T
PRBEER B . AH B, 44 ST R WDELLA 2
AR 2 T 0 AR 2 Rz 248 o) 2k Fr IR AL (Wil 5
2016).

FHECZ TR, 20 B 2 35 R0 I 7 158 400 1) 400 B %
B B 1 N2 (MedaZ2007; SeguelaZi2008), iX
T3 T AN T T 2 35 A8k 0 & it 45,
Tt WIAR 110 A KODR Wt 2 8 4 2k W Wi i 77 1) = 352 A
o RANR [FIAE 2 R WS i) A7 m) 4% R, e ]
Re S T FITH: R G i Sk 8k B2 )R (Maurer 5§
2011). WEAL, T2 EE P T 05 IE SRR ) 2K 1 I
W (WangZ2012), SREkME A4 T, XT3 INATAR
HEAT ISR 2R R AL B, = A Bk d R e 1 52 2

), U S 2R A R AT e B 9% SO I S R
LAt B 7 1) 3 m sk 2K [ R 52 W AL A ) S 2k N
B IRNE, 3K RN 5 R A T R TR RN At B A
B BAEMEOLS G5 Mo RS
(KobayashiZ£2003b; ZhengZ$2009; ZuchiZ£2009).

AV R A N RS IR AR AR A L
BEZ . BT IRTIMIFRO2M #5834 K A ik
BRI 43 s BB T A PE AR A (Negishi5$2002;
Vert5$2003), # R IH 2k R IA 02 B AW B N
V42 (Duct$2009). WAL, BREKIIE BEE ZE K AL R
TE A I, BRI IR AR A e 1A fie ) 75 A L A
158148 ZFL(Chen®$2013; Hong%52013; Salome
22013).
4 REE
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FONT N M RR (A PR B 52 B AT O E . I
R, BB B AR P
OIS EZEM R, RN NFITE
ZER T v [, AE AR 7 - TR 4 10X 28 v b At
12 R 7R TG SR BN 1 ARSRAI F B s B
FIT-EIN3/EIL 1 fJAH BAE 4w, Hdh—ANER
() Bk i ht A2 $R 3 5 FITAH BAE I BlCHE B i i) O
B S A5 R, B FRATTIILAE BT 0 16 U 45 X 4% S A
A ARG R . WA E M SFITEA
FHEAE B4R 7 28 R RS . T
YIRS TR =, WARFE SFITE A
1B IR A7 ) 4% R 7R 4E R 2T R R G A
Ao T An] %5 58 1 2L A7 ) YR 428 R - R T AR SR
F 5 — APk A, BRSO SC 1 5 T 2
YIIRT LX) 200 0 375 30 1) A 428 0 Al ) LA PRI T 5
20 B B B S T B8 A B IRAN P AR R
(SREREECOry g DA S WP S R =R I Al
& AR TTH, H AT AR AKRE A AH SR E A1,
JF At L A T A J N TR O B A R 2 R BB = A S
ML 50 2 B/ (Kobayashi fINishizawa 2012). 4%
T #8 7 DAk 9 55 2 R A A v 25 ORI R R 4 7
RO THLHIANME e S HE S A Hh i T R s
AU 7 LB B 87 7, T B A PEE 77 i B
P2 QEER AR . T e HE 4 e RO WA R FH 8k o
R T AU TN ASKAE A &SRB T i s 2T
Ivi), () A% 1k v R AL SR it P B LISt
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Research progress of molecular regulation of iron uptake in plants
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Abstract: Iron is an essential mineral element for plant survival and plays important roles in photosynthesis
and respiration. Though iron is abundance in crust, but plants often suffer from iron deficiency due to low utili-
zation efficiency of iron in most soils. Higher plants have been developed a highly efficient systems to take up
and utilize iron to adapt their growth environments. Previous studies have uncovered the mechanism of iron up-
take, translocation and storage in plants. In this review, we mainly summarize the progress of the molecular
mechanism of iron uptake, which provide a comprehensive understanding of the molecular regulation mecha-
nism of iron for crop molecular design breeding.
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