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Abstract: Wheat (Triticum aestivum) provides humans with essential nutrients. With the increasing popula-
tion, higher food production is required. Applying nitrogen fertilizer can increase wheat yield, but most nitro-
gen fertilizer is not absorbed by crops, which escapes into the environment and causes serious environ-
mental pollution. Therefore, improving nitrogen use efficiency in wheat is crucial for agricultural sustainable
development. This article summarizes the physiological and molecular basis as well as metabolic regula-
tion of nitrogen uptake and utilization in wheat, and proposes several research directions for future focus:
(1) The genes of root length, root number, root volume, root area and root angle of wheat should be excavat-
ed to further explore their functions in nitrogen uptake and utilization. (2) More attention should be paid to
the synergistic and shared regulatory pathways among soil nutrients, soil microbial and abiotic stresses,
and nitrogen uptake and utilization of wheat. (3) The function and regulatory mechanism of genes related
to nitrogen uptake, transport and assimilation should be strengthened. (4) The excellent allelic variation
genes related to nitrogen uptake, transport and assimilation should be identified, and excellent wheat ge-
netic resources should be mined, in order to provide a basis for improving wheat nitrogen use efficiency.
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INFZ (Triticum aestivum) &t 5+ F F B &
E 2 —, TEARBEAR B e R E B .. A2
SO /N AR P ) E B FR U R, SRAAE N
BN BERCD . MR . TREM, R
SEUR BT B GRHTR2010). it ZUIE ) T LA
B m /N SRR A A R A D AR (TR
TH7KE52001), A [E AR F RULHE AT B N2 50077t A2
TH FL 7 2 it 0 & 11 365 (Mao%52022), {H = 2R &
YR B R FH R AA 2 it FH 2 (1930% (F0HH:
2022), FIEARK—H 5> RV, A2 LA SR
W R E DA T A8 R 3 A S % P T
LS AhTH 2120504, tH G4 U0 it FH 20K 5
#1350 75t (Good452004). FAEHR A w1 &K
F| F % (nitrogen use efficiency, NUE){X— B2
AN F2 A 77 o ) € ) B (Zhang 552021), 4] £2
i /NZNUE . a2 PR 0B8R &2t FH 1T 51 A ) 34 58
5 G 1) I SEBL/NE e AR 2 H TN AR B AR
FERE S L [F] G R R A

AR, RT R E. AT R .
IR AR 5 /N NUE (Chen$2022), A
[FINUE it M (B 808 IR B s (R kA 55
2022). NUEAA 3 B 2 55 (Mao52022) L J % %
WS VST FH 8 4 L 1) 55 07 T ) LR E R 22, L
137 — R A SO0 IN 2 R WRSOR] FH ) A 2
oy JEA . AU 55 7 0 B L T 250, A
HON$R = /NN UESE AL A

1 NENRUS FI R R IR 57 1 £ 4

AR F A FEZEaREERI. B,
A 4k 25 5 2 (Shi%52022)
1.1 INENRYTHIE IR A5 F B A
1.1.17 NI SREBFASHFE
MALSCFERAKE. WAAKH, WERL
AL RRBER RREL R R IAAE(T A
2022), 5K E —2%5(2006) % AN [ 3 K 2 /N 32 (1
REY, MEUKF T AEZSMKESRAEZZE
TEROG. MRUER(2019) AF 78 822 X A FAEAR A
NG R TR I, PR A BRI A 22 50t 1 3 e
K53 AT G5 (R SRR F e B . X204 AN A
BN A ECR . IR RIEASRHE I

E 25 AR, mM R R R A R 2
FR 2B R B A K R AR AR K (1 AR A AR
AUEAR F MR BE2021). X Fiff $LOFf /N 32 L [H]
R TR, AN AR Ak . MRBG 2 . IR ER
N, BRI R, AR CRE S 2 A
S (Liug52022), 7] UL, AR ZR A X E & 2= i
B, MR HRK . MR, HAR
R RIEE B R MRSCRIAR 2 IEAE O, AR
RIMAM EARE Z R PSR R A, A
TSR AN R F AR 2 A U O S AR R
PEARZ A AU A G

G, AL A4 P B B2 R 7K P 15 Ak TR IR 2R
BERDIR 2 VIR R, S F AR R HOR = A B R
B EE (R B2 . XueZ(2022)FF 5T K LBk & 251 T /)
FRMRK . R AR, AR 2 38,
RARFEAREE TR, M mafEyE K. kg
S2(2013) T /N22 A 91828 K I, i Ad B4 S8
/INFZ R R AR K S 0 ) 3 T 5 e S0 A 3 R
Who . E 3 it R E 90~270 kg-hm a7 184 i,
AN AR AT IR ACIAMAR K . AR E 3N, 5
i 8 B A 1360 kg hm IR . MR EE{E k1
K(BLINIR42016). AR R 4E KR 52 NH,/NO, EE (1) 5
M, NH,/NO; L3S I 43 /N 22 SRR I8, HR 40 A
2 I IR A 18 55 D TE AR R 1k, AT P
AR R0 RS R 3h s IR, SRR B e &
e I BEAK, HEY AP E A 208D (Yang 55:2021).
Rk, 7E/NE B Rl 7m0 R AR SRR, i iE 2 A
BEUFAR ZR T2 B0 i o 5 A B it 20 B R AL
HHEREZ L.
1.1.2 NIRERZRED

R FRE 2 BR &k S & s ee 7y, K
H 5 A6 A ER AL L, AR R 0 A
By REmEA . BFARRITEIRA
AT, AR RN ERRESRAE . R
FR AR AT AR B 3 M W WS TR AR 3 TR A DR (75 i3
A EE 2017, 5k 08 —552006). H2 = AUHE
BUEAS L, /N HAR 28 SR AT T R 3 SR R AT T A
MR RIS 77 VA K W s A 2 1 B, gk T s e /N 22 (1)
REEFR(EFH WM L EF2017; [T EMEAE
752010). Fb& & s =X TR R . &R
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R VLS B 3 a B i R .

RGBSR RIE TR JIREL, R RIEJE
A S WA 22 8T R AR U e 70 (1) 3R 55, 38 TR 8 AR &R
X553 W R RE D (HR AR SE2012) 0 A 2R F K H
R R 5 ZWM AR EI K, 238U A
IR AR ARG F2,3,5- = RIS AL U A
4:(2,3,5-tripheyl tetrazolium chloride, TTC)7EM &,
I8 S 0 S R R0 J I FE AR, TTCH] AR R 40 iy
Hh i S 5, 38 S R 2 AR AR R TR .
/N AR AEAENADP i U 2 40 ¢ BB (NADP- 3
RWRHG FhT IR DG R -6- B R I AU,
BRI TN ADP i 20 22 40 o BB P T LS 2% ZUIE
XIHR R . il FMER, A2 ENADP
I UG J G0 SRR AE AR R I R R IR, SR A R
TEVE EAR, 3B N R I #E52018)
1.1.3 NIRWHEXER

INE R R 2 HE R = R .
FRIG N R BRI KA HE R £ 2F Ta-
TAR2. TaNFYA-6B. TaNAC2-54. TaNRT2.5-3B.
TaGS2-24b. TaNADH-GOGAT-3B. TaRhtl. TaV-
RNI1%5, $& MIRAT &S (quantitative trait locus, QTL)
FHEAHOMrI-2B.1. QTuLRO-2B. QdRs-6D. QMrl-
7B,

o Z R E AR DS JE K] Ta TAR2AEAR B R
NN 22 AR 73 B, it AKX TaTAR2. 1-3A1EA [F) A
AKE TR IR R BEMAR 73 A . S s i 38 hn A
BB & (Shao%52017). TaNFYA-6B3E /N3
MR (QuEE2015), 35 Rl 5 (Kl TaNA C2-SATEAI
AT IR MR RIS J1(Li%52022; Hed52015), fid
1% £h 4 35 1A 55 R TaNRT2. 5-3B1E o BRI 2 4 1tk
TR SREAR R, MR T
B ERK, WisEm AR PR SGE= AKX
PEIR (Li%52020). TuGS2-2AbF1 TaNADH-GOGAT-3B
80 B RAR A AN FR A (Yang552019; Hué52018).
TaRht] FE PR v gk /D AR SR AR W 8, 1R R 22 IRGL
PR JE R (IRS) M 2 A5 2 BAR 5 A o v 2 = AR &R
A= B R B R BE 71(Ryan52015; Ehdaie%:2010;
Waines A1 Ehdaie 2007). TaVRNI%-Z=55 A7 3R S 3
KNI M LB /N AR, INTTT T 45 NO; 1 T 1L
(Voss-Fels%:2018). TaVRN-AI'5TaANRI'E 5% %4,

P 255 P /NENUE S = B3 IN(Lei%2018) . 4%
(2 iy 3 K Rt TRV FE R VRN TR N2 R TS L 7
B DL SO B Y AR K SR L, R TR
M5 %UE 5 WA BAE A B TR A [ N2 4
X Rt IRTVRN IHE R AT S5 A 5 RS il TR
R RN A

QTL OMvrI-2B.1. QdRs-6DiB AR RIEZAS
PEENUE 71 2 Z WU (Liu%52021) . QTaLRO-
2BAEARE SR RGN A AR, sk /b AR B4R
(Fan%£2018; Ca0%£2014; Xu%$2014; RenZ£2012),
OMRL-7BAE R BAMRE LM, Bm R, &
MR AR AEL H 380, SR RECR. BIR, 22
MK BRI N, F= & TRLE . ki3
FERLR IR BB R BOR e 0m, Ay A
A SR &2 E H (Ling$2021) .

R R AR H B BRI A R B RE /1, A
HHEEFNUEAR &, Dl FIXE LR EQTL
I FINEPERRAEK . BRI RN, X
JS A R 02 R FH A S PR A 77 B PR = AR R AR
AL
1.2 NENFETHEIBA 2 F &AL

INEAENRAEAEY), BRI I S A
(NO;-N). 2 5NO;-N¥41z ) K L FENPF (NRT1/
PTR; NRT1: nitrate transporter 1, iR £h #5125 A1
ZJ%; PTR: peptide transporters, ik iz 8 5K ) -
TE TR 5 %% 12 85 25 % (nitrate transporter 2, NRT2).
TR £ %412 85 3 5 i (nitrate transporter 3, NRT3).
S F il 18 % j% (chloride channel, CLC) 115 [ &
{8 AH 2% [F]YE {4 (slow anion channel associated ho-
molog, SLAC1/SLAH) (Mao%52022; Wang%52020).
NPF 5 % 4 JYNPF I~NPF8 V. 5 ik, A4 3% % 36 Al
11 o A R U VRS IR 36 7% 308 18 (Léran 55 2014), &
VMRS AR #h #212K 9 F. NRT2HINRT3
e 2% MURH IR #h 5% 12 K (Tsay %5 2007) . CLC/ENOY/
H' iz EH, 2 5B MR M%7, SLACL/
SLAHEE DAINOy/CIBIE M NFFIE, 25174
5 (Vidal£52020; Geiger%2009). i #INO; [ 1
Wit iz 3= B HNRT/NPF 5% 52 il o

NPF2 i KHINO,-N# 12 T A XKk, MUY
IBEIR &L, iz AE KR 2K, BEIRE(Co-
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rratgé-FailliefllLacombe 2017). 7F 1 [E > JE K 2H
%58 H13314NNRTI/NPFRE R (Li%52021) . 4 NRTI
JE A P EE AT B 5 A3 R AT 7 A DA =
PR 5 [K] )4 (metabolic quantitative trait loci, MQTL)
A B AT HL A, RIANRTI.1A-7D. NRTI.1B-1D.
NRT1.1C-54. NPF2.4-4B. NPF2.4-4D. NPFG6.1-3B.
NPF6.2-1D & i T 7= & AH MR QTL X [H] (Yang 5
2021; LiuZ52020), [A] 1 ix 63 K 7] g X $2 5 NUE
MUNZ P2 B4 5iiik. NPF6.2-14. NPF7.1-2D. NRT-
1.1BID21EAEIN NI (Xenopus laevis)YRHEA i 3
A I R I H A AR 2k e ia vE M (Li%52021) . 7ESRA
FAER, = BNEFH &R 9204” [ NPFHE R 7E
Fh 7 A FR Rk 3Rk, X B T4 0 - 15
X G IR S A b | 2H 20 AR 2R (Shi%62022)
o G e 2K R 27 AN B R b BT S8 ) —
A7 45 B B, TaNRT/TaNPFZRIEH 12 25
INENOMIL. 2. MR RE ISR, Bf
AR TR MR IARHE, TEAR R RIEE R, H
YORNZE, M R IB R B, H B YR ir
(E & ES52023). Fibib%(2023)FK H 5] J be B 1)
FiEMEE /N R T | TaNRTI.1-14. TaNRT1.1-
IBFATaNRTI.1-1D; TaNRTI.1-1AF TaNRTI.1-1B1E
M A 208 i =, HRO& 2L TuNRT1.1-1DAE
Zh RIEE R, FUGE I RIAR ;DR k4 ) TaN-
RTI.1-1AFTaNRTI. 1-1 B RS BE SR W b 4%
HEAEH, 1 TaNRTI.1-1DF 5 5 5S8R Hh #is.
T30 R ILTaNRT1. 1-1AfEAE 2 A, 8T B
1 1206838 X6} 47 B A 148883 X (TGCATGCA) )
FENANL R, AL SN BRI A AR

DL 45 REH, NENRTI/NPFRR T H 5 5
R R XTNOS-NIF R I 5 iz 41, L 5NRIE &4 5 H
(AR R P e %

NRT2 = ZL45 57 14 Hh 5% 12 AR FE INO,, K2
HINRT2 25 H 75 E SR £ [F] 44 &% A (nitrate assimila-
tion-related protein, NAR2), tF{ ANRT3 K4 B 74
ReiZ f i iR #h o /N2 B DR 40 f 75 46 S NRT2 HE A
(Wang%:2020), # NRT23: K 9 HE AL B 5 % &= A
A= A CMQTLAL B AT LU, KL TaNRT2.3-
2D. TaNRT2.4-1D. TaNRT2.5-3A. TaNRT2.6-7A.
TaNRT2.6-7Df T 7 B A O MR QTL X 7] (Yang 2%

2021; Liu%$2020). TaNRT2.6-7B 5NUEfIHE % &4
FJQTL 2 4J] J- B (Saini®%2021). TuNRT2.3-241 5
FEEAH PR . NUE LR AR R 45/ QTLR I H 5%
I (Saini%$2021; LiuZ52020). 6A 4Lk b (134
NRT25MQTL[X [&] ¢ Bk (Saini%$2021). TaNRT I
A T4 n] o I B s AR T AR O E R AR A
FA%#%, H.TuNRT4.1t TaNRT1.2F1 TaNRT2.1 9% ¥5 5
I /EH (Guo52019). TaNRT2.57: ZTaNAR2.1
PR AR T i R B 5 s TR 1, R SRR AR
AR e A RL () 328 R 25 G2 i, I R IA TaNRT2.538 /n 1
16 J5 B SRR RL = &, (H AN B IR b 800K B
(Li%2020). TaNRT2.6-7BAE P TCE GF-£F 40 i v
FEIR I R I H A IR Bh e iE vE M (Li%52021). £ T
556 [8 Y5 4L (4% b (1) TaNRT2.1 F1 TaNRT2.2. TaN-
RT2.3-3D. TaNRT2.4-1D. TaNRT2.5-3A. TaN-
RT2.6-7D V) J TaNAR2 [¥) 323 5 W 4% J5 B AL S
AR ER i S & (Chen%5:2022; Lamichhane%$2021;
Taulemesse 2015). A W, Z/NENRT2ENZ 5H &%
B B IE ATy e A7 Se B G AR AR T AR
IR SRS 5 Rk, AR 2k, BioR
/INZZFE IR A H (R NRT 255 (R 7 /N 22 8 3 R USRI
FAERFEFSEAE, MR fAAEDRe Er)sr 1T, Bt
AR TaNR T2 R W] RE 4 /N NUE ) ST R AN A o
X R 92047 W 7 45 FAB IR B, TaNRT2 AR S B3k
BRI R 2R T 161 E R A, ¥ 9K J5 NRT2%:
IR R ) — e i 53 B T 2 86 4 K (Shi%2022),
X Rt 7N 22 R UL PRk Ak, 2 /N 22 AN
PR IE N I . TaNRT2. 1-6B% % 14N XUSE F
R hieE N, HdRE R DNERRRANE
R AR FEFRPUER A &, TEREM SR &E T,
TaNRT2.1-6BIE RIAWHE & T /N E R FZ L RA
¥R &, N EZERPRANBRZETREZ S
£ (single nucleotide polymorphism, SNP){7. 15 5 #F
PRZIKE . AR RE. PRS2 MERCEL(L
2:2022), [ I TaNRT2. 1-6B%: R J2 AH 2 SNP 7 15
(0 R IR s RN P 8 A SR T AT R AR
I FH 4 25k R 2H 5 5 /N 22 T R AR 1 280 7% 12 B 1 TaN-
RT2 %z HoALE & (I TaNAR KR [ & B 5, R
K Z B TaNRT2/NAR 1) F 3k #5%2 2 i S A 15 5
(Yang%§2022), il 40 /N 22 < 50 418 v B[ 1) TuN-
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RT2.1.3-BRRITEAR 1 FRIA 2zt =y T Hb B8, 7R
DU AE R, TaNRT2.1.3-BYEAR S s B /N2 o b
)RR B B B TR AR AN R (T
:2022). >k H HEFHF B TaNRT2L12-BXH: K ik
ZAREFE T LA, m2m A ST R, RS R
kB 5 i % 95 TaNRT2L12-B 5 49 74 JF (Arabi-
dopsis thaliana) F AR K] AE 4 52 BI040, £ 87
H TuNRT2L12-BY TaNAR2. 1 F1 TaNAR2.235) H AE
(14 752020), A W,, TaNRT2.1.3-BF1 TaNRT2L12-B
H R AR 7 25 RS R 1 75 18 R A SE I R L, A2/
2 1] 728 LR B EUK P A 4 AR A, TR
TaNRT2L12-BI R Z 5 RIE A E . FIH /N
660K I K F1 % 2544 /N2 i b (1) B[R 43 Y, 45
RROH/INFEE R K4 NPEFRINRT2EE K 1 2 25
PEER VA R (Lig52021). SR Z AR
(19 /N 32 o 9 B TaNRT2L12-A%: R 15 4 i [X . TaN-
RT2LI12-BHERLE gmit X i 21 X A7Z(ESNP, H
A LESNP A PR AR s BSR40 = A8 7
R JF ET R E A e A T A R A G4
B, RWITaNRT2LI25: N %2 B 6 ik $ (35 1R 55
2020). TuNRT2L12-AF1 TaNRT2L12-B%: A [ ix L&
SNPX /2 = s A FUARAE L, AT REX /N2ZNUE
A EE TR

DL B 25 IR, R AR % 12 R INRT2 R A
ERAEZE T SFEREW I ER, XSS
NO;-NTER P iz 5 F B Ay Bl i) B2 1, SRR
#12 PRAH b, NRT2 505 5 04 7F o508 /N 272 280 3 TR
T AT

/N Ta-CLCEE R R i 0 R 75 R, &
Y SE  TaCLCEE R A 421256 etk b, TR AT
(7 B BEJE R %, i1 TaCLC-a-6A4S-115 TuCLC-a-64S-2
TaCLC-a-6BS-1'5TuCLC-a-6BS-2. TEALE AT,
B TaCLCIA{E 5L BN 3R I8, H A TaCLC-a-64S-1
()22 15 B B i (Kaur®52022) . 815 FF ArCLCa 2 M
— W UE B 5 IENO, RFE KM CLCHE [, /N2
TaCLCY 1 K(Zea mays) ZmCLCalf] 321k B AR N2
AR RE 1A Bh, (B ENO,MIHLEE 75 i —
20

SLACI/SLAHZ ¥k & B 2 5 G088 7 1R s i
iz, WS 5NO MR EIZE . AR5

TaSLACI/SLAHZERFERR Z2 . BEAFFRL e 3R
% (Mao%52022), /N2 Ta-SLAC1/SLAHZE F i fif 2
ENO, AR ) b _F 3587 13z i g A5 28

1.3 INENEMLHIEIRFN 5 FEA

BWAEVIIR R 2 5 7 Z AT FAE
FE A WAL BINOS-NCK 35 4332 i 2 #3508 43 1247 )
. NO,TEfE M2 i J5 B (nitrate reductase, NR) [ 1F
F R 3B JF NO,, 25 NO, ¥ iz 2% 2 40 i Jii v, 76
Vi 2 34 J5 B (nitrite reductase, NiR)FJEAL T 5525
HNH,, # J5 NH, # N\ GS/GOGAT 1§ £ (GS: gluta-
mine synthetase, 7+ 2 Bt i% & 5 ; GOGAT: gluta-
mate synthetase, 22 R & ): GSIE{ENH, 548 &
Mg o 6 B R, S8 5 B A 5 2- i 1 — R
TEGOGATEH A 2N 2 B2 (Li%62017) . 1EFH
T-GS/GOGATTE ¥4 1) 3= 22 GS1 5NADH-GOGAT
GEDILEANI), PA K GS25Fd-GOGAT (5E fr £ 1
)

Zhd /N FENR, NiR. GSHIGOGAT [ %5 [ %5
BT —ANNERZKES, £/ EA. B, DEA
FER 4y 9 E3ANNR. 1ANIR, 34NGSIL 14
GS2F12NGOGATH:K, o NR1.2-44. NRI1.2-74.
NRI.2-7D. NRI.1-6A. NRI1.1-6B. NRI.I-6D. NiR-
64. GSI1.1-64. GSI1.3-4B. GS1.3-4D. GS2-24.
GS2-2B. Fd-GOGAT-2A. Fd-GOGAT-2DFINADH-
GOGAT-3ANL T 5 ZE FI FH A 7= & A7 L MR MQTL
[X [A](Saini%£2021; YangZ5$2021; Liu%52020), iXit
R AL R R 7E v g NUE R K 722 5 T AT g S 5%
BAEH . TaGS[F LEE > NAN KR, 56— WK%
f1F5TaGS2a. TaGS2bAITaGS2¢, 55 — V5 Je fu, 4%
TaGSla, TaGS1bFITaGSlc, &5 = 5 % H TaGSrl
M TaGSr2 20 Jit, &% VYV 5 % B TaGSel #1TaGSe2 4
ik (Bernard452008), TaGS1. TaGSrAll TaGSe A Jil
WA, TaGS2 9 i i A, GX 28 [A] T 3 2 el 124 %
BRI G5, B TaGS2-24/2B/2D. TaGSI;1-64/6B/6D.
TuGS1;2-44/4B/4D F TaGS1;3-44/4B/4D; TaGSI;1-
6AM TaGS1;1-6B A W AR BY 452, H AN A 4% sk AR AE
FRFA I H i AR K A R (5 — 52 552022) . TaG-
Slaxt iRttt FHRiE %S BA — g Wi EH, HTE
N A TR AR AR A AL AR 5 (Guog§2013) . Li%(2017)
W B, TERE I TaGS1; TG S A 1 3R 41 41
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B, TaGS1; 2% AR T 455 ) B S0 4 i A0 5 3
A T 0 11 R R 240 L e, e AT e R R R
R IINH, Z 55 S R . TaGS1:3M T84
Bk 2 AT VR LA i rh, AT RE TR NS A AR S fi B I
FLA I TH 5 £ A 3k F2 Ak G B A B (Pireyre F
Burow 2015). TaGSI7E ‘1487249 1 #A M F I 4f 5%
LI SR R IR KA, 11 Ta GS2 A A 4
B 72 K WL R IE K B (/b 2552012)
B RN, S (Nicotiana tabacum) " it ik
TaGSI M TaGS2, TaGS1{EM: Jr #L B BAK, 1Ml TaGS2
MEREES BYVRFM T, iR TaGS1 R & K
Tt M TaGS23 I8 K- FfAR; RSB ALK %
R, TaGSIA TaGS2 (W1 IK-AE HR S Fr ¢ e,
Tt B AL AN 358 7T LA TaGST A TaGS2 1 R 15
(Wei%52018), 7E/KFE(Oryza sativa) it % ik TaGS1
BER R A A R GSHYE I, R IREUR R
(R RE 138G I, 3 — 0 i AR AR R A EEK
RL V) P2, KPR B DR A (Wus2021). B}
49204 TuGSI{ET-DAAFY T g 323, 1fi TaGS24E
A b R IA, IX R B TaGST L TaGS2/E &
[ A m 5 4% B B () 4 I (Shif52022) . F] L TaGS
7] Tl HL A B 25 0 A REAE, 7R/ AN FIZAZ. A A
BEFHFEEM, XRS5 R EZN )RS,
T S Y m R R IE B, T BINUE, X 5
ZhangZ5(2017) I8 58 45 5 — 3
ZhangZ5(2017) I HF 5 L B, TaGS2BI\) ik &
& T TaGS2-2AR TaGS2-2D, T B F ¥ TaGS2-2B
(1 2 SR MG 5 2 R (1 5 — 0 B Y 5 i 2 R (H3K 4)
() = R EAL G I ¢, R B TaGS2BE: TR
% v T M e v R RS AL RN IG T HBK 4 H AL A O
TaGS2-24. TaGS2-2BFTuGS2-2DI Bf AR 7 b
RARGEM . FEF AP 2 IR 55 (Li%s
2011), X 3% i 32 [X 268 4~ /N 32 b b 11 460 0 % B,
TaGS2-2BXE K 5547 2% 57 Ta GS2-2B-a 55 [K 24 i
RSB VA NN VA SN YA N 5 & A T 52 Pt i YA L R 8 )
B3 5T TaGS2-2B-bFE R A 5l Fl( L1010 %62022).
[F] I, 29k 22 [X 200845 2 7 & A 1) 5 A4 R RHT
B TR (R) H TaGS 2554 B R 14 73 A S A7 AE —
EZ 5T, TaGS2-BIb M TaGS2-D1afEFEI IR L B
FHRE 2, U H R TaGS2-Dla (RIEMEZ:2016).

LA H, 30 /22 b TaGS2 (1934 [ 5 6 PR A7 78
75 S AL NE B TEE B R R AR A — e AL
5, WA TaGS2 K /N B R R & 177 7 AN
R ST, I 5E TaGS2 S A8 S R L 5k 2
PRI G R, RN /N 22 ) P R = s 4
BEEMEREE . BN AMEZ 54 T 5 E 1 TaGS2-
2AbBER R LR B T & /N 352657, TuGS21E
FERERIBR R 4N T 22 AR DL TP A6 14 A il R
KA R, F O NUE KK $ s, #E 7 &
TR AR EOR -4 25 3 v T B A2 28 (Hu%52018),
X R W TaGS2-2AbTE 5 % (1 i3 R FH A ke o 3R
HERIER, 15775 @ JOF g A i B B &
BN HMME . 4k, BazhenovZ5(2022)FF TiA Ny
TaGS2-A1b ARG $E mk PR = s AN HL AR a5,
HEFRAELEABA GO ay AL kAR L,
Kl TaGS2-A1b P Re ik B BA B ARB A FE 1)/
Fh AW 7. 1Rk TaGS1/ TaGS2 7] G @it #2 =
NINPF6.3. NtNRT3.1. NtNPF7.3% NtNRT/NPF %
WRERI A, AR 3 EL R R R SR (E
T OR252022). TaNADHGOGAT-3BHE I\ K & /N3
NUE H 28748 S 1AM 25 8], Lo SRk mr LA in
NI R R BORT ™ B (Yang&52019)

B DA AR5 SR eI LLE H, H RT/NEENO;-NF]
IR TaGS I TN TaGS2 A7 AE TSR 5, {0 R A )
BT AV, AETaGSERAE SR E RS
BEN BN A BC 2 A [ 26 RABATE 2, B0
NUBZKEH Y (1) 22 55 ) ou kA o Tk — 2R &

2 INEHINR SR

YEP R T 3d B AR VR A, AN A R 3 K
BN A A I S RSO B R, A A R 4
PR IR 2% . NERRRNIR EEZH 2
P s A7 miRNA, TUZEY). WER . MBI E
S LR ATRE I o
2.1 BREFINENKIHIFE

B R T B8 5 SEDNA 71 45 4, AT LB
B 5 HAh 2 1 il R R4 v R BE TR e i R of
RNA A i 148 55k 45 FE PR R Ak o f i R AR
FINRT2 1 it A H oo A4 A0 s =0 B 7 29
i, G2-like#% 5% [F 7 MINin-like protein®% 5% [ 1%
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5 7 /NENRT2IUR A 3 15(Shi%62022). DREB
Kt K ¥ GmTDN1IA#E NRT2.51 K15, LRI
GmTDNI .2 325 T TR #h 4% 18 AR JE INRT2. 511)
RIE, W5 T /NERDEE . BEIA. PUERE,
DL R R R WS RE 70, B 24 P IRV v /N 22 1 i
FLE AR R RE 1 (Zhou”%:2022)., AR #2155 511
# 5% R T TaNAC2-5A 55 TuNRT2.1-6B. TaNRT2.5-
3B. TaNPF7.1-6DM1TaGS2-2A J3 &)1 45 & A 15X
BE LR 3R IA, I 3 B S R IR AR A AR IR kTR N
RERWI, TaNAC2-5A R B Em TR E
WSS 8 FOFUFE R 7 B (He252015), 2 B ¥4 5% R 1
TaNAC2-5A B wJ 1 4 i R #h i 1a FE A, e i 4%
B AL IE R ) £ ik . TaNAC2-5A 2 /N &
NUEFUR & 7= & ) 5 B s 1, %508 A4 I IR
#h #6328 L K TaNRTAN 8 2% R4k Ta GS B P 1) e s A
TR AR AN P R R A 2 i R R B

el P 5 2 R r B 28 e 3% [ 1 TabZIP60-6d 5
TaNADH-GOGAT-3B J3 5 T 45 & 11 15 GOGAT %=
IR 632, 38 i RNA Tt [ AK TubZIP60 3 32 7] $2 75
NADH-GOGAT & 14, MM in & = i AR 4>
Koo FEE UK KL P B (Yang252019). DNAZS &4
18 (DNA binding with one finger, DOF)#% 5% [X| ¥~ i
it 5 AMTEE R 25 & U 42 /R M0 X8 S RN O [ Wi [
PN AR, R HEAR R AR I (LiugE2020) .
T K ZmDof1v] B FE A& BB AR, F Hrbe S1
J& T W4 ZmDof I{E /N2 HR IR IA T IINUE 5
FE . WRKY F% 2 1 0 5 M 7 s IR 7 R,
TaNRT2.1F1 TaNRT2.2¥5 5% 3 % 55 P F TaWRK Y 20
(R 42 S B e U B T 32 M (Li552020) o X /N 22 A
47698 H RIMY BAH ¢ % 53¢ [K] - 5: KL ARE T 1) [F] 5
JL [K] f# H CRISPR/Cas 947 5€ /i dm i, P4 T —
Z A B AWy BT TaARE 1 55 R (¥ TG 1 JE R 5k A
2, BT Jo e 3 R AR 2 35 38 B ok 0Lk 7 i
PRI M AR R B IR A (ZhangZ62021),
X R R g EARE I N e o AR &
FIFH B A= B A T

TaGS [7] T. i 2% A J5 3) 1 % % [ WRKY .
MYB. MBS. LTELMWRE3# 5K 14540, H
ANF TaGS A LRI R & 3 7Aoot a2k, #H
K AHEBGR AN TR, 35X Ak — B FLGS A T B

FEHLHIBE E 7 3R (E A %52021), BT A
A3 BT3RS0 %% 5% [ T TabHLH42-A. TaMYB17-D. Ta-
PP2C21-DFITaTCP17-A ¢ 1 i N NO, 1= 5, 7F ik
R/NZREFRRCE T HRA— AT IRk
#12023).

B T sk R, A HoAth— e B R 5 /N R
EXAMUINGECES NN T R s e R
(Al Ta-NBP LW NRTA WIEVEH, A Bh T o508 Z R
Ndhrl 2168 /N2 2B YL R J5 8 (2BS) L4 52 1
G E 17477 B AU L R (Li%52016)0 [ W AH G B
K TaATGAa E B SAF TR I B m 3 s 1,
RNV T DA 58K 2 5 A W L R 1) R I8 I 2
ENAR BT, W TaATGS W] B AE /N 22 A% & i
HORFEAE I (Yue®52018), HIEZ 5 7l T IRA IS
SR R AR KA E P (XuZE2019), IX 7] G2 H T
AL T T AN AR, AR R B . &
oK C-4 15 i M 1 =X T R 2 A0 B (Zm PEPC) i 3R 0k
AT N RRARH, IRERAE T, B2 iR E 2
4% o3 e A T & [\ AL, I B 15 S TaNR. TaGS2.
TuG-OGAT=5 5919 B AR AR IR (1) 1A Rk,
M HE A2 K, 32 & P B (Peng 55 2018) . TaPAP,
TaUPSFI TaNMRy2& 5 B A EIAH O I PR <7 B B, R B
A RN G AR v 22 5 3R I (Li%E2019) . A7 2253 2
JR TS AL TR I 5 R SE K Ta-MPK 143043 NRTH:
Fik, PR [ N (Zhang 25 2021) . K 1 4%
(2023) W} 78 K I 22 Z IR - R A 2 iR B 5 8 A Sdr ]
fE5 TaNRT1.1- 1A/ 7E FLAE, 85 PR NAE R
g, #— P m R AR, Wb N E
KA, AR E/INET B, TaSAURS R R B
ki B 3 K] TaSAURGG-5B ] fig 2 55 i #5 /NEHE &
A KR EGE N, 1S Fik TaSAURG6-5BAN 2 = 1
SR FIURFRL I 0 B AR B, i B T 4R
Yy AR B, AELNZR A N RIS N E B(LvEs
2022). % T TuSAURG66-5BI3E /N 35 19 4 K 1 Rg
PR AR 2, AT RE A R RN AR R AR
NUE 1% 2 B ¥R IE R . SR, BT Sk
FLRIZH 15 24k, K 2 S TuSAUR KL 51 i A 51 58
KZHSAUREH M TR AIE 2
2.2 miRNAIBFE NENK I

miRNA#E A & FE R A 557, 28 A bt
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FLUF B miRNAs 5 L PR Ay S 110 X 28 8 428 7N 22 6
bk BRI N . BYLES M T, miR169 7 i %
TuNFYA-B1, TaNFYA-B % 3 38 80 % 38 /s 22 )
R BRI R Bh B s AR 1 3R 0A, B9 T 0 Yo A
A8 (QuEk2015). fEAIRL /N 1, miR169 5K
Ji% B G ttu-miR169h.  ttu-miR 169¢ F ttu-novel-61 7£
UL E T B AT R 2R IA, Htul-novel-61
1113 CCAAT &1 45 & K T WHAPG6 (Zuluaga®$20138,
2017), K. CCAAT-WHAPY W] G¢ 52 % %% iz 10 0k
DR RV TE (138 A% O RARIE LRl . /N2 HHNAM-BI
FE K 4 5 1 FINAC (NAM. ATAF1/2. CUC1/2)%%
ST, HmKCERIA R HEE FRY BN B IR
Fi 112 %, TmiR 1647E ZUME (1) i N RIS,
1% 3 B miR 164 47 i 45 7% 3¢ [ T NACK % 5% A 1,
DS (o 3 N WING W TR SR RS e (AT
luagafliSonnante 2019), HR%( 5% F, TamiR1118,
TamiR1129. TamiR11367E /N F b N &k, i
TamiR2275 i # ik, TamiR2275 ) i 2 2k 1 4 #k
A B AR BRI, TR R R R AR R, R
H TamiR227538 i 145 FR BUR FE L R, FEAE 1)
G e B R R 28 5% B (14 (Zhao%52015) .
Hou%s(2020) PA K8 119’ N A 5t 44 8L, ZEHNAILN
AOFR R, % 50 miRN A 7 AL R 7K S, 3%
HemiRNAs R SE L RS e dm i A EAR B | s R 7,
S 5 iERER. B S T miR167. miR139.
miR390. miR827. miR847 FlmiR165/167 [ ik,
X EemiRNAHH] T 8RR R A, (AR T /N
FRAE IR T i(Xue$2022).

PL_EHF 5¢ idtE— 25 IR Z miRNATE $2 5 /N %
NUEFH ™= & 7 T /E R T A MEREE. K
Sk ] gk R e A TR 2 S U B A DG
miRNAs, HR s 0 5 A&, IR A
WSO FH R 42 X 4%, G S I8 I miRN AR /N 22 5
FFI F 1 — S
2.3 TEMEDFTPNENKE AT

MR AR W 5 AR AR ELAE R A AR &
RIGA R, RBHEDAK . FEMS5EEER
(I8 A R 2 SN [ e I NH,), 72 ZE
RIEEBAER, TIRE KR 5] i B
H5ZFEMEAE . Chen®5(2019)F 48 HH A TE B 1]

TR B T AT B 112 /D 2248 R e i AL 35 4
WA . W IEEEH 2 5NO A it 2.
NO, E A 54 4 W) Candidatus nitrocaldera 75 2 %
NO,E AL JE B (nitrite oxidoreductase, NiR) [ 3 K],
BAEANO, B J1. BB v R A EIRT 7750 1)
WRSE, 52 BB R R 0T o AR AH OC 3 B Ser-
endipita besciiif i3 HOE T B IR RN AR HF 7
HAEKERIE . ZUILEFINO, RS, 2570
FMARAE KA Y5 (RayS52021) . il in ZUIE X 5
THEVR R S ME) DR T 40 T 1V (Wang 552021, 38 23 %
R+ 8 5 2R (Tang®52022) . M B AR
H. T (arbuscular mycorrhizae fungi, AMF) & 351l
A=W as O LI — A L, it RUIE e ) L 1 22
PR A R T il VR 40068 80 3R (1 W Ui (Bakhshandeeh
40017), i WilliamsZ£(2013) % BLAMF 4 2 - FIA
R USCRE S A FUAAE A . Yang % (2022) [ 5T
9 I, AMF AN/ B H ARG AR 0 ] (i 1 A6 2 R )
WL, SN/ NERFRL R IR . X — W g SRRt [
LM B RGN E HAMFE ZME AR, 4
fife e/ INF2 B P B R B AR A TR FE 2 TR ) F D
RALTHLS. 2R, AMF &2 & e i BRI
v P LE ST 4] R B S, AT eS8 KPR JoiE
A RFUESE

Tl A= 0ot - 38 KT B e 87 D K 5 vl s 10 42
TEV E RN BB AS 153 BRI, 5 ZEAE 58 W] R
FH 2 B DR A QB 7 A i e AR 5 i A W AH ) BLAE
B o
2.4 HEYHEITNENKIHRIEIE

MR 22 5 EY 0 2RO R, 1T
KR B (B S52022). Rubio$(2009) 1A
N BENUE i B /N 22 i e 0 Bt 7 IR AN | o £ 1R
G A B TR N AR E A 52 ).
Wang25(2020)AIF 78 A L, Fh 3 B 1 AlF TaBG 1K fift
T Y [0 5 7 T - A B I (ABA-GE) U 7= 28 1 i
W] LE NI A B IAE 515 348 5 2000,
TS R S TaNRT2 [ R I P /N IR R
FIMRUSCMI 250, I BAEIRAH A BAEN R, W hnid
BIER, 7T LARE RS DENERRBOEE. X
2 B M7 R AN AR D PR 555 Jilp 3 ) i 1824 5 A 1
AR, 7577 WO 3% 5 Th e A + 4> B2
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TER . WS R MBS 7 BRI, I /INAI A BE
e A= AR DL NUE. $ A UK
AU o e SRR A NV e IR
U AT EY) 2> BERE , itz nT LA = 40 il 4y
HBEGSEIGENENEE. REMBREKRES
S RERTIRI. ARFENF L ET &, KA
KRR/ N E R R R I E AR (R
¥12023). o] W, EEEE SR EY B ARG
SAACH M, B S R EERNED S
B IEEAVE ST, DUER AR RGN . fEE
B BE Z MRS AW 5, 7 EE
N Z SN EEE BRI IE RN ERES
R B
2.5 IMER R NENKREEIER R
AR A E Tt Fi(elevated carbon dioxide, EC)
3 i PR AR A P I NR A GOGAT (3% 14 #1I N O,
[ 1k (AdavifiiSathee 2021). H i 5 75 45 5 i) [A]
PR B S5 R v R H — S BB K, R A
KEBHENATEGENIG . NOBTRRIL, 8
A A 3 1 /)N 22 NRE 1 A% A BUR 2%
R, R NERAEK MR LR R
RIAHEIEH (EM52023; £15552022), 5
Jo 38 5 EE P K o R F 2R OGS PE FRAR, UM
i PS5 FORI PR 26 R e, gk i PR )N 22 B AR K (SR I
£62023), SR A R IN, —FhREFR IR FE 2 I
N Tt IR AT AR D AE T B 2R A T S 25 18 I (7 3k 29
%), BEI T GS/GOGATHEIF 1 i 7, Wi T 7 1E %
(145 2% (Cas- artelli®$2019). 4> J5 7] AN [F] 0 F= 7K
SN TR R I A B R, IR NS R R
(PR AL, DAHAAE B2 i /N 22 40 A P 1 [ B S BT
REMERRIH . AN FER I, BN m iR A
TEREE A Wia T /N R AR R 84 1E [F 5
Ml (Ru%52022), 3 i B %603 Ae 0% S AR I L2 e 5t /s
FIE, A7 A S a8 5 3R R
I A4 1 e [ R 2 AL 1, 59 8 0k — LA 4 % T
B SNUER pp e A E 2R .

3 RESRE
BV BRI E R BT, IREIEYINUE

FEAERF RO AFF SR AR AT I8 V) 7K . 1
AN BEARRERL B (5 DL T I BUIEHN 2 /NET]
FREE P I E R B AR —, FERERE N R
AR /N ZNUERSCHUX — B k. 212
AR FERE R, R R I LUR LA T T HIWT 7
3.1 #ZiENERK RE RER, RER, R
AFHIRNER, HRTHERRIRICH A FEThEE
RARHMEENLZIRERE, S 5K
IR e, ARB R FLRCZIEL S
ARSI EAE . BEIOVRIRR, BfEEE
AR B, BRI BUORAIAR AR A 2R 1 A 55
A ) TR IR R PR SRR R AT B e ) 7K 3 R R,
BETTBRAT =, BRIt 51 2 6 & 7 A
MR 23 BN, G AR PR PN 5 4 T AN A
T B E HEAR RIS X NUEN ™ &)
FAEREE, HAl, RIERZHEERPNERAE
SHERRWWCZ KRR, TN T/ANERRTEE
EEALEI I R . 2 TR RIS TR
MRS I) B, F2 /N ARG ARE ARARRL AR
A ARAEEPRIRIZER, B DR ENEERR
WRRHAT 1) P B8 0y B R R 2 AL Al 0 A
AR
32 XELEFD. DEBEVRIEEMMES
NERZWEA A Z Bl EHZ TR ENAR
R AR AL A U0 K AR COL K FE T e Tk
TR EEXEVIRI R O 51 T 2 ) R
REAREYI A = R EEMR AL R
REAI AL, B2 3 B3R 0 A0 S ACE ) B 2L
A2, TSI R R RO R = . 7R 3857 2
TEEMAY . R AR A e X R TR R
VR AEASE 2 T CAT B R (EAE I [,
SRR PR A E A KR R R A AR 2 H A
KR LEREAE A EE TR RITEA G R,
R T 5 CORET R+ mlm+ T P N
R SRR 2, EL/IN 22 MR 2 0 87 8 5 TR e 4
GRROPEIEA 2R TSRS+
B ARG, EEFHEGE T 5 DER
SR Z T R R &R, B E BN B R 2%
AP ) 36 2 1 I 25 A2, A B B A o B PR B AR
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1k, $E = /NENUE,
3.3 mEERERW. FEMEMLIEXEERIIEE
AN

INEFERIH A B2k, SERER. Fig A
WA KRB EER RS 2, JUHENRTI/NPFHNRT 2%
IR % ik B 52 45 40022 A, {H R | TuNRTI.1. TaNR-
T1.2. TaNRT4.1. NPF6.2. NPF7.1. TaNRT2.I.
TaNRT2.2. TaNRT2.3. TaNRT2.4. TaNRT2.6.
TaNRT2.5. TaNRT2L12 J FL25 7 A5 5 ol [ 8 3 K]
ab, oAb R 2 BRI R G IR N L. NRTI/NPF
MINRT2 5 R A A2 5 2 5 5] s il R A 22
B Ay AERR . 2. iR 3 BRI SR PR A L 2
ERERWNC iz F 73 e vh 32 2 /b Ji0 R i
FREM, ©RHA S, Efumih s T2 X
S HAE 15— HF 5T . NPFE R 5% 3 B 4 A I
SEFAHER £ s 4, (E A XCE S m R A R
IR, TINRT2AINRT3 3 32y i S FIRS R 25 4%
sk, A XCEMMEER Shitiafk. REFRMHT, &
SR NG 1o R R SIEII/IN 22 Bk B BG 77 () H BRI ok
o DAL, BRI % R G E NRTI/NPFAINRT2 4
Al 550 B O E AN TR 0K T I SR IR R AIE, %8 e
TR ZhRE, CAHTRE % $2 908 H 58 22 ) )97 R 22020 55 1
FoR I . i — B RAE /N ENUER) 4%
KPP HImiRNA, 2 1f T fENUESE Z L], v]
R0 30 B R e A P B Bkl
34 XEEAZMU. iz, RLERMKERFMA
TR BETFNEERRR

TEKFES, C& Tk 355w B B s K
B2 A e g 2 s 2R N, A4S GRE40-
MYB61 (Gao%42020). AREI (Wang?42018). NAC42-
OsNPF6.1 (Tang %% 2019), OsNR2 (Gao 45 2019) il
DEP] (Huang%5:2009)%%, X %63 [K] f) 1 57 25 A7 AR
FESEL TAREAE SRR T 3G 7 L B8 o ARl BT ik,
ENERERATEAALZ H5ERRIL. Fiz5R1K
() 5L R 4 A T AR A MR A Wil & QTL
X (8], A5 > ) B R A /N 22 B Ml b o S5 4 AR
F, Y0 Bos AR S = /N ZNUE A ™ & 77 [ 7
11, W TaNRT2L12-A. TaNRT2L12-B. TaGS2-2Ab.
TuGS2-24. TaGS2-2B. TaGS2-2D. TaNADHGO-
GAT-3B%E, AHIX SL EERIAE /N2 A2 = A b R A

BIZN . P, A BN ZE R B TR
R Heds Je TR A Sk TR, I L o i A R
NRT2 5 R A0 3 S50 A8 e, DT e 453 2 e
FEIRLL R DR 25 4 45 T BRBE 170 /) 22 i NUE B 7 1)
B TSI SO AT RE -
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