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RRREBRERBLAMRER: NRGTE, HEE
R TUNAE

HIRHA S0 5 (R MM 40 930 30 R B, L 311231

WE WL (Azolla spp.)E—2 5 [E & # # (Nostoc azollae) ¥ ik s R M I A 44 2 (1)1
KRR, RN R RS A SHEIRE G2 2 N o i kb e i P 2E
MER RSEMEAU Y& R, BRI T HARE RS SRR A ME . LA
ARG WG SR AT LI S TR 0 I A AR R BRI s g S, I
T 0 B R 2 S R e AR 2, A ORI 5 2 A 2 IR CWP A o TV AL S IR 4 Ak
IHREARU I A BEE M M T A M, ORI E A, MESE. 8B E. &9
JRARETRE 2 A AR . 1IZSCR AL TIHTLAL M A et SRR &
TFHLH 2 e bR, R T AR 70N B S DGV T Re AL R F2 4 . AP AEr . PUE 3%
[R] - it i B mei L= A MR AR 1) 46 55 5 1)

KGRI VLA, FAEFEG, WA, FRESRE, AP s

ZFs, B, Bk, MERE (2026). EIF /KA BISHILAO T E: WNRG 5. AR
B2 e . MR 61, 1-16.

YT ERAO R R RIS RS . K S SR 2 B, AR
o Rea R R e kiR . AERUE B T SR EELE LK, 2025-2034 ERENE FTH
BRI BEH . AP IR B K 15% (OECD/FAO, 2025). H il &1 ¥ S A& A 11,
b =y 2 =, Sk 2 H T K= 1R OECD/FAO, 2025). 4xBkER A skt 4 251
T, IR T NG SI T 5 AR E M. 20002019 4F, # 35 MK 5 (Glycine max)FiE
TR BT, 9% 1 SBpR - 3thpl Bl T X G b, £ 7 S0 3 b X b At i AR ki bR %5, AR IR
I £ [ 25 ™% (Song et al., 2021). SRLFEIN, 453k 37.7% MY 2 U5 PR i il 45
e m] FRE T R BE 1, BRG] T AR R P45 (FAO, 2024). ZAEJTTH, 4xBRAE G &
H 1.2 2, (B4R R EFHZEA L 40% (Gu et al., 2023). £REE 51 VAL TE&
(N2O)HITERHE, S — 5 T FE A F R AR . I A B N KK, R AKIR S B3k, K
TV P A A . R, A AR A e ol R e HE RS A ERIR = SR 2.1%
(Menegat et al., 2022). ItAb, SREAYIHIE AT 77 KA R, i FETHFER & SR U,
il A= AR R A 2 B L o, AR B30

WILZ(Azolla spp.) (ZL3F SR WE N — MR IR AR R R, B AME A =ik
ik i E S E AR S L EIR. WLAS Y BN AR e I EAR R I AR R,
TG 75 AM IR EE BD A] PR A K, AR R A I A 2-3 K, K THNEE VR AR K AN & F B
(Srivastava et al., 2023). & EFHTHILLAE ARG HERE . o RAR L3881 L I SRR,
A TAEMESREE N B A, SRR EREERF I R A A 5.

BB, [ N AME S TLAL T R T Rl s sy KAl . AR EAENLS . R EHRIAE . K
TAEBBE .. FRBEATREZ METR, R T FEE RIS R AR AR . &
M RGEE R FOUR, A LR LA 73 KA. s oA . A2 et 5 354 ]
BHUE], BRI, AXEE. WHES. AR &SI N R, B4
BT P b R S 4 AR T R B, B R VL2 B0 R B R A v fE A B FH i R 2
S,
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HIF AR 32 R(Salviniaceae), J&3E T R 4tk & UE 3 1 37 N B ST R (Szezesniak et al.,
2009), ZJEEY) 5 [H K % 7 (Nostoc azollae), TR EETE B ILE SRR, fFELN A 5ERR
15596 FHATIE, B AT 3 R B A (Kumar et al., 2019). 46105 S, VLA 1R Al 18
FHp A, g R B AR A AL DT S 0 A ) 2 (Vajda and McLoughlin, 2005;

Hermsen et al., 2019). B4 7 2K AHORBIFHT, WL 7 R RGAED T MEGTEA 7K
FIPAZ ARHER & 2R AE KEEE R (R 1),

A LS F TP 3 RBRRE  HIR A4 K 53 5B
Table 1 Overview of taxonomic characteristics, geographical distribution, and taxonomic controversies
of major species in the genus Azolla

LYLL B (Ve Zr\&;;i TEASHFAE H 53 A Pan | SRIH
Azolla Azolla R =HE MVEEEEE,  BUTACEMAGE, B poubfikae, sy Saunders
caroliniana  =Jim4H WE M AEEE ARk A AL cristata HAL9 ?gg;cl)(erirér

Ak REKITRE R otal. 2019
T T % 3 g e 3 v
i
Azolla Azolla TV J& =R MR, SRS, B e BRI Madeira et
filiculoides = g e BRAGHT . IRAKIEG Hi, AL rubra R al., 2019;
1977 (EBINIRE,  HyHAF Kour, 2025
FNREIL X S5
iR B 55 ol
Azolla Azolla TV J& = RN, B GHEMKAE, 5 A caroliniana ) Kumar et al.,
Mexicana = A WEm  MEENE SR mTIEER ESRAREASIN, 2019
B, @M PEIM B, N S FUEYE SC R A
A 5| Fhd BB/ Hufr
Azolla Azolla WJ& =& wARUh,  EPTRESEM, e W5 A filiculoides  Zheng et al.,
microphylla = Jizis WG EHEEE R IR E4RREH, A R, BfTERE 20094,
i RlT8E LR 2 A, R4 A Korsa et al.,
bonariensis 2024
Azollarubra  Azolla WJg — =fE  HEOLTEB  KHHEEAR, A% HHHA A Saunders
e Wi Al Bk STRAFIE, §  fiiculoides g, - 3nd Fowler
BN PSRN TIRR TS O TUESR SRR 0 o049
=2 Hufr h
Azolla Azolla ijg U CRHRAEE,  RESMAEEM. AFMAIRE, R4 Yaoetal.,
pinnata UL WE  EAmAE M. KM, R H A. imbricate 201:3; 2Ko2ur
H(25%—  EAREERIH otal, 2025
35%) & WEKIT LA
TE G RaE XA TR AE K&
Loyl
Azolla Tetrasporoca  JUE  KEfttk,  EARSMTAEMAR  /92S, WAL gg%‘j‘r etal,
nilotica rpia 1V J& WE T i, St EEE BEN Madeira et
Fif—EYi Kk Rhizosperma 1V J& al. 2019
DAl ’

LA @A 2B 9T eE T 18 42 K. Lamarck T- 1783 4E#57. | Azolla J&, H-81432%

I 2R AR I A RRAE, WAEAE RN e w5 HE S S AT R 4y

Strasburger (1873) i UM 2 B R R I IFFFEIR 1 V20 s P e AR ) B U 9, iX— R
PAMAR 7R T IL LR ) A 22 v, o5 200 AR AU BS 5 T AL . X —P B
IR ZRGUATIDOT T B, 32 B Hh B O3 A7 R R AR AR AT WA 7€ . Konar 11 Kapoor (1972)
ST AL S FR 88 B AR T 88 B il AT T R HIMRT AW 90, ARG A0 R4t 1 kG
EIOITEAS M5 . Lumpkin Al Plucknett (1982)3% T #1 7- BFEAHFE, KrikiL g k)
N 2 AN JE: = E I 40 W )& (Subgen. Azolla)fl i S i VT 41 V. J&(Subgen.
Rhizosperma), %4> K ZSAERK — BN I #E 72 K H . Saunders #1 Fowler (1993)%%
BUNR S SR AR, fH TR ERS, 12K RE R RARE A (2003) &R S #H
SOEE B VL 40 JE EE R 4> N il YL 41 W JE (Subgen.  Azolla) Y #4 3V J&(Subgen.
Tetrasporocarpia); H i VL 21 0. J& i3k — & 73 v = I 4 (Sect. Azolla) 1L & 2 (Sect.
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Rhizosperma), T VUV @A 7 JE BT ZL(A. nilotica) 1 ™%

MRDERRES TIRES Y. T T RAFAESF DAL, #7 TEN
EAR. B4 2EHESE (Kumar et al., 2019; Lydia et al., 2023). H R A v 1 7 N fd
X2 N KV J&: Euazolla B =iV J&(fL4% A. filiculoides, A. rubra, A. microphylla, A.
mexicana, A. caroliniana)fll Rhizosperma R} JLIEE J& (£L$5 A. pinnata, A. nilotica). 1t
TLLL My 2R % e v, BT HIESRHE = B, (& 5850 KOTIEAFER KRR, H Al
i K FH SRR rbeL trnL-trnF. trnG-trmR 75| SZ N ITS1 FHIAHEE &1 Fhrid
FARTFF FEYFh % 52 (Madeira et al., 2019).

BT ARG R BT CIEWE W 728 sl s . BV BIEAE S 4
RAE T OB T 2978 80 Ma, KRAERIT AL AL R AL SIS, il 005 s 1) AR b 2
EAR SR | B AL, ARG E LA R AR R IR, 2478 49 Ma, ZE it =
B & 5 IR B RS R, X — WS b L L S R AR AR, JE 80 KSR 5 AE#T
it TR Bt R AR 2 a1k
1.2 WILLANERDHRE
WILLL BRI AT IX B I B WA IY R . BT H B M asr i A E
SUHE, #51F 2 H A (Kour et al., 2024), TEVFZ X LK T e AL FEE, 50 Fh
FHERANRYITNEE 1).

YU LL(A. filiculoides)Fi =T33, T H it F€ M smpl iz 51 2= RRH . B, E
P BRI AET P8 22, &2 H AT A B N BUR T I TL AL R 28 2 —(Madeira et al.,
2019). HFT 1977 FNARAE ) N [ (e C RS g%, 1993), nliiy 52—5°C (K, W&y
J& 7L ALAE R E A TT R a2 B R HE T T AR S g Rk R R R R, 1989).
RIMFHILLL(A. caroliniana))iir= T A6, H Al CAE BRI ST /KB 2 0, [
R E -5 AR R 5> Hu X (Gevrek et al., 2004). 1E1% 50 22/ E 5, iZ%Fh DA NIR
YR, 1E 2 30 = A 045 E ok 2 FhEE(Prokopuk, 2016). HI T i #v, stk d, 4
YiEs B SRBERGEEER, RIS NEREY 7, SECATF 2 X IR AT
LR, PRRIBILLL(A. pinnata)& 5 A AR e Bl i) k2 —, AR A TR, L
SOBRANE, fErE . BIREE. HAS . 3 E A5 AR R W E XA 1 AR I 52 (Korsa et al.,
2024). ZA DI ERKHE NS IEE IR E KT DA K P 4 ) I A, s ElAE ge Aol
B T LLY R . ANHRYTZL(A. microphylla) 5= T dh 25 PNFI EE 35 9, B0 ol 51 A 5%
HAE AR RN ZRAEAT Y, FERGF IR I AR S RSt U H W (Korsa et al., 2024). =278 &1L
ZL(A. mexicana)ff1 73 A AEXT JRBR, EEEAE T TALSE %P I LLinT DA HLIX, B 284 B
(Aber et al., 2010). ZLHITLLL(A. rubra) - RKEEMNRA R, 32 B 0A0 TR 53 vh =2 1)
WA 52 A 5 (Ocampo-Ariza et al., 2018). JE BlITL4L(A. nilotica){X 74 T AR 43,
M T3P r R A T — i R K 3 (Korsa et al., 2024).

TRE SR A BRTLLL LA 5| 3 545 Geb o A7, S0 An 22 B R . KT a4 2 L.
WA WIEE . DU EEE Rt SAEE g, RPN R4, LT A X DA F€ 14
SR P AH LA 3, 277 iR i 5 58 H FI #4885 F (Madeira et al., 2019). KILLAFf&
2077 DX U OR B8 PR VL 20 (0 g S8 A A, TEAREE . AR WRYL . DY ISR TS A R R 2E
(Madeira et al., 2019). Rtz 4k, RE LS. FINFE. DNHEENFEA, @it f a5
MBS RAREFETE, HaHETIMEENE. [WE 1 S/, Wby RMEEE—
RN R it R XL FMBHEAYIE . BRI R 2k & Puli 1t 5577 35 5. 3%
T EFAFIRT, TR S AL A KSR () 34 b (Fh s IR [E S, 2010; 8
I 4, 2021).

1.3 WL EY S

WLARAERKREZZ MR T HEA . HERAKEESN 18-28°C, £ 20-30°C
0 ] A 38 R R R HE 1R AR OIS & ISR S 1518 Ix; & B AR FE X 8] 55%—
83%; 7K pH fHI&E NG H A 5.5-7.5, (il g 14 22 14 (1) 7K 3145 (Sadeghi et al., 2013).
VL LT K AR B SR AN A%, {H DL 5-20 om ik K R84 K def:, I 1E R 22 1 /K Ak
B LTI E. VIR, REHANHIIAILZ:(Sadeghi et al., 2013; Kour et al., 2024). Ji#iL
21 B A R PRI 52 A TE (1 AR A& IR R, SHRE . D6l 7KK pH H A HARKER
B 7RI BIFH AT ¥ (Korsa et al., 2024). X 40 M- VI 2L 1 51 Fb & S AL 78 %
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B, i% bR B R AP A 1, ATLE 5-40°C FOTEE X 8] W AEE 2B K, R AT iR 52 2—-8 gL~
LR E K pHA-10 FIRRBRIA S5 (WhieEs &5, 2003). T4 A ma e afE 248, Hot
GIRZIRE . RS FRRA LR . EEE AT, AR ICh 2-3 K,
T BRI E K IE % (Korsa et al., 2024). L IADIE RCR B2, A WREHAE 30
KA A E RS 30-60 kg, A& S AE H AR 934 5 2008 it FH 0 A0 53 A= 4 55 U
(Kollah et al., 2016).

VLA @4 b5 i 2 2% 05 IR PR B0 M 5 i R e & [ R 0, (RS R Rh e il
Fetk . [R5 e E Uiae EARAE R R A 04k . AHHRILAAEER RER, S
J&ZBRAE G, R ECONIRNRHILAD . —, HEiESEE T AEKZIR(Goala et al.,
2025). RN HE B TR ARG B 57K S 8 7240845, L2 T A TR
RGP AR V5 Je K4 (Deval et al., 2012). FIHHIT L0 R BiE 75 bR 68 J15m, &
BERAME, E4EA TR AEiETEAK. Ak ks RiFEBL(Kumar et al., 2020), /)
VL 21 AT = 2 85 B ARA VLG B, B WG Jok B 2 13 AR L £ (Annisa et al.,
2021). SBPYERNBITL . L0340 e JE B VT 4152 43 A v R R 1), BB BROAIT 72 I 8520
1.4 BHILLAHRMRE RS
N 2GR E N ANFTL AL T s A S i T ), AR T Web of Science 1901-
2026 FE(KrzauL HHy 2026 4 4 H)GRE 3 785 FEABRANOCHR S o E A1 (CNKI)
1954-2026 - (fr Z#h 1 F 4 2026 4 4 )R 461 58 oSOk, 12 IR 7 i ik
T 100 £7(WoS AR NIEAIK 30 . CNKI Ky 2 ¥K), 43 5l g B ] LB 28 I 3047 SR 2K
R (B 1).

TR R (B 1A)T, LimikS 3] 100 AN EE e, Bk 5 A EERSE, 5
mAEA AT AR AREN, HREESHREMNHTLRMFA 7M. BEK 1 U
“fern™“evolution™photosynthesis” Hi%0», IRRIHILA R A K B SLEBER LB, R 2
F £ “phytoremediation™heavy metals™accumulation”, 1A 5 4 J& 15 418 5 42 2 71 [ N
R #Gs; B2E 3 Hl%“aquatic plants™biomass™nitrogen”, SeVEIMIT LK AEAES &R
G R IVE R, 5824 4 Ll “adsorption™wastewater’“aqueous solution” Y% L», F5[f]7K
LS I B ERT 7T, 26 5 LLAzolla™Azolla pinnata™symbiosis™nitrogen fixation” Ay
Woty, YR PR A [ B R ) B AU AL, o, “growth™water” 5 Bl 1T 5
PRV EERE o B g e, P L T BT VL2000 9T SR 3 3 1) 22 2 RS SRR, BEES ) S AES
o MR S L0RFEEE 2 A R

A TE I 2% (] 1B) I 2B R R AERI R T A& R, TR 4 DEERBEH. 1A
PL“SIRYLAL” “4npf” “OKAMP” SR “HERm7 HAERR” NE, BARE
T e AR TP TR L AL - R R AL AE AL . AR ERIERI o KA AR B S R A B DY R4

gie kG, EANBFFOIE TR BRI R S SGEAE, 1B BRif 7t 3R AR T AR i @ )
RGWR, AT AR E R EBBE S E R EAF R G5 S
R
2 FHIO-IEENRBK. SFHHISEFER
2.1 HEF RIS ERY
TRTLAL S W5 1) 3L AR 6 RlJE T-49 6 000 3 4R AT, 15 3 5@ K R b a2k 7
MSEAAERE ), TR T X I At EL i T e 1 T 0 S I T ELAR G R K AR AT HLAA
(superorganism)” (Carrapigco, 2010). 5 & &f-1HE . RAKE- A A= 20 &5 m) 5 1) i S S
AR, LA A — BN AF Tk AR RR: e R LR, RSN R A R B A
KA 5 ria % 5 (Brouwer et al., 2017; Giingér et al., 2024). ifiitA#Ee ek E*
AKEES, BT EEg e B B AT I E R (Gates et al., 1980).

AT AR I LA K R AE = R A A g M a2 b, o i ROA B R S
P 20 U B T (Blylktas et al., 2026). JTTL0H A T R AR K B FIERL A R,
TE RS A SRR B B I P, R 7R AR It e AR ARG R T, IR R
J& 1) 7€ B ¥ [ (Zheng et al., 2009b). 15 8 it 3= 3 (1) 58005 B L A% 4 i 9 1) 480 20
JE, dERefe e PR AR ST, S AR 8 it — Dl i e Lo A ) S TR L 2 A s AL DR AR O B,
T EE AT IE A S 18%—30%, J2& H i ARG I S TR L L il 1) 3—6 £% (Dijkhuizen
et al., 2018; de Vries and de Vries, 2018).
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e PR P 2 B AR SO 1 VLA AR R DAL TR, 2R A2
KL F /D B IZ BN A TS HE (e 3 2R &, hormogonia), [l Ak M ik & [E) 45 e bl A 150
IF, WA 9 5 1) RS 28 A T R K B 75 i (indusium chamber), [8]25 73A6 3703 4 55 1) )5 B
FHENRHRIRZS, F5 KA 18 & 5 S8 e i TR (Perkins and Peters’, 1993; Zheng
et al., 2009a).
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(A) 3T Web of Science 1901-2026 4EI 11 3785 554 BRAN L SCHR I S 7 FE BN 4% (B) He T [ 40
PI(CNKI) 1954-2026 FHk ) 461 e Hh SO O T SCHRA BRI SE B 4% . fr Bk H Dy 2026 4F 4
i G BT 100 A7 %81 F4 22 P 245 (WoS IR AIESIK 30 ¥k, CNKI 2y 2 ¥R)F7 miK /N5 S ] H
PUPIR S IEAR R, SE LIRS L DR, AN F AR A F 0T 7T £ AR K

Figure 1 Comparative analysis on keyword co-occurrence network of Azolla research based on
domestic and foreign literature

(A) Keyword co-occurrence network derived from 3 785 global papers published from 1901 to 2026 in
Web of Science; (B) Keyword co-occurrence network derived from 461 core Chinese journal papers
published from 1954 to 2026 in CNKI. The retrieval deadline is April 2026. Top 100 keywords by
occurrence frequency were selected to construct the network (minimum frequency threshold: 30 for
WoS, 2 for CNKI). Node size is positively correlated with keyword frequency. Line thickness indicates
keyword co-occurrence intensity, and different colors represent clusters of different research themes.
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Tk %5
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e A
2 DAL AR S L e ) B LA W T EAL R R
(A) THTLLLI AT A& Totk B0 S5 A I S M Ak i AT ToIt S I R0 . 4 AR T S 0 5 S TR
FEpusy ok, AVEETEE R, MR AER AR, KK 5T ROk, SR AR (B) MR
DI, Fr AR R R O, AR RIS AE R (C) AR BN RS A, BER R AE A TR
TR, M7 B A5 TR BT R, T8 L AR I B

Figure 2 Schematic diagram of the life cycle, leaf structure and vertical transmission of symbiotic
cyanobacteria in Azolla

(A) The life cycle of Azolla involves two pathways: asexual reproduction and sexual reproduction.
Asexual reproduction enables rapid population expansion through ramet formation and separation.
Sexual reproduction produces gametophytes via megasporocarps and microsporocarps, which develop
into new sporophytes after fertilization, completing the alternation of generations; (B) Transverse section
of leaves. Newly developed leaves form leaf cavities to accommodate nitrogen-fixing symbiotic
cyanobacteria; (C) Transmission pathway of symbiotic cyanobacteria during sexual reproduction.
Symbiotic cyanobacteria from maternal sporophytes are stored within megasporocarps; upon sporeling
germination, cyanobacteria colonize new leaf cavities to complete vertical transmission of symbiotic
cyanobacteria.

2.2 BYHEEBRRSHKEARESHS T RN

TRTLZL 5 W i m FE T IR R B RS & L AR AR R, HURAAL S5 M SCHE B M ) s s . 7R ik
JEAZ 7 TH], VL08R SWEET (sugars will eventually be exported transporters )3 [ %
T 1R B e i B 1 1) B ORE S Mk ot SR BE; W @ 3 PTS  (phosphoenolpyruvate-
dependent phosphotransferase system)is R ERE M. SREAAE ABIER LRI, i
REAE B KT 152515 S W 7 nifH (nitrogen fixation gene H). nifK (nitrogen fixation gene
)5 [ U0 R ) 3R 08, [RI MO S i B R A, IR BRI 7 2 1) ATP 5k /)
(Rozen et al., 1986; Ekman et al., 2008; Li et al., 2018). 7ER ZEFEiZ J7HI, WK [E & 1)
A &L, NH; fERGEE AmtB (ammonium transporter B H 28 M-8 57 ; S vL 20 i i
AMT2-4 (@ammonium transporter 2—4 )¢5 A 352 B T JE NHEDAIIE, 5E i & ML A1k
F7E LIRS HEML % (Ran et al., 2010; Li et al., 2018).

TZAE F I o ROS O T B DR Z T I D Re R A 5 2 7 IR 4% . AP A g g FE
AR R T R AR R A Gk RO T BEIR MR IG SE B AU SRR DL R AR B . IR
FHOISE AL IER, A BEORE T A B, 15 R0 ) bR H s B g A
B s B A gm i R R I R 0E, [ GG R AR A AR AR A TR A . kA R F(Ran et al.,
2010; Li et al., 2018). i 3= IR A 2% X 4% 06 3 A A 2R (10 Bk SRR A4S B AT RG AT 1 b 2 U 42
IR 3 W B G FE I b [ BRI ek, SRR R S LA AR 1) B 1 28 SR, ik
T DU 484 5300 5 % 1 TR B R & 1R R4 5E 1k (de Vries and de Vries, 2018; Glingor et al., 2024).
IEAh, TR & DNA [fIE 5238 (membrane vesicles, MVs)Z: 54 &, 15 L £ T

© 0000 Chinese Bulletin of Botany



TE R D R AS 4 ST, EE I Y IR S TR A B BT, L (R 4 RE L AR AR B 1A Qi1 5
Y Faffii(Zheng et al., 2009b; Dijkhuizen et al., 2018).

2.3 WIIANERESSHEFER

e O PR AL B R AT IR L AL SR A o AL S T A o R B BRI . LI 45(2018) K
T T WML S AR (Salvinia cucullata)ft) TR G ARG MBI RN . %
FAE R TIRILLLREA A 2k R A B i, S 5 st AR R YA G B s R O
AMT2-4. HitizH 1 AIMOT1 (Azolla filiculoides Molybdate Transporter 1)% ik [A],
HRIRI) TR 4 Tma 12 (Tectaria macrodonta protein 12)a] g2 T 48 5 (1K) /K -
FLNFEF (LI et al., 2018). Song %5(2025)i3t — 5 5E il T RGBT LL(A. caroliniana)ff1 4t
KRR 44135, contig N50 JAF] 1.6 Mb, 413k 22 44t ik, BUSCO 5E¥itik
87.5%, NFEVUHILL 40 FFRBHABME 2 i 5 2 N AL A Pttt T EES
% (Song et al., 2025). [FKf, ThReH 2221, SRR KRS IARE FIRERA. EHR
HE R B DB AT, VP HR T 5B REACH . RAACE R 2 40 ¢ 1) il
B, N2 IR T A AR SR T HeHE 324 (Ekman et al., 2008; Brill et al., 2022).

24 HIANWRREFEESHLEFEHEIRHLE

WL B A A SRR SR TS 58, 2R G S RS HE A%, RICCAE B N E . A
e 4 I A SR (BUyUktas et al., 2026). L 2L ) HE N AR 3 Sk 75 Hh i 24 5 ] 60 I 7 1
FRRE BN SEAE O &R, WA mI il o P gy S I AE A TR 1) AR 3 B 33 (Zheng et al.,
2009a).

AR K SEFEHEARAEZMT, OB FEEH T,
BAURAE TR @n) AR (B 2A) HTTT 32 2058 o A Wr S AR M 28 8 B T8 7 %
A AN B AR M 74 RO 0] T2 SO R R, 2RO AR AR KA R D RIS ) A T
(REBNZZIRME), BEEBEM F IR, 18 F o5 SR EEResh 2R3 N HTE S i (K 2B),
I3y B T R D e 18 TR 22 R Ak, 1 Ok 7 ARRE R 4 28485 7 56 B2 1) [ 203 AE 44 (Perkins
and Peters’, 1993).

MEEE TR Z . oI B0 SR S S A R, TR B E YRR
YEETE (K] 2A). 7 RAEAM TR b s O 7 A e /N SR KAl 2R . oY
KA RAHH IS ) B D Re: HNER B AN KRIT 38, RIS & i 2 30
AR BERRIM i v () 80 N ZE 55 (] 2C); /M TR NI e 2 AT 28, Sicdsr 247
AR TR B AR /NP 4 B B T SR T B B 1 SR T 3 (massulae) T o /N R T BOERD
FA&, B0 e A B MR R DR T, R T2 KHC T PRS00 88 4 58 OS2 A, TR A G
T(Zheng et al., 2009A) (Kl 2A). &F KB NAT )G, TG AFE AT 2 55 i b 10 iE
FOEM T AR I, B e A KR, AT AR AN TR, SERCE
PR S 3R (Zheng et al., 2009a; Biiyiiktas et al., 2026) (& 2A).

3 WITAMYREMSE IR

3.1 EMEFFEM S REBRIFE

WL 2 B EEF M ER AR EY E O 5E, KT EA S &1L 20%-35%, &
i 9 H (Mosha, 2018; El Naggar and El-Mesery, 2022; Yang et al., 2025). &4
IO, DT RIEER SR E IR 37.9%, AR BER. TR E R SR 1 06 7 I
MABEREETE, AEREAML T RZHE WH S0k 5K Y (Brouwer et al.,
2018; Dohaei et al., 2020). LS TRAE 2T, SHGEEIHIED . F4ER. P4
PRIy, oK GYEEE Y, Rt Aahit e PR ERIE, HAM RS 2K, &0
PEF, 5T iE I (Mosha, 2018; EI Naggar and El-Mesery, 2022; Korsa et al., 2024).

BEAb, LA E G4 AL 4R B B-WIE DERLAS. BE. ML BR. MR B BESE
MUY ICER, FINSERAER. EMREEWE A KR E TSRS, & IR AT
% (Winstead et al., 2024).

3.2 BB, HERLERLAHLTE

WLAEAFEERRRAS, && T HIEGREPA, Omega-3 MR —F), A HZE
(s SR EAENE; RN ES 3-MEEER. 1. 2. mERERAEYIR,
e A 2800 B B2, 3 s LA P s L BE 70, o35 3 ) i 2R 5 (Dohaei et al., 2020;
Winstead et al., 2024). JEALRFHERF 7T R, T A MR ME A HAE AT I 78.45%, & H

© 0000 Chinese Bulletin of Botany



S TYREAYERE R, shPx g =R MR, &M EFRNASHMRH L
kL E R (Bujak et al., 2024).

3.3 BEGERHYERSEYEYE

WL S MEEERIRERE Y, B 3-WMELTFR. “AA/RKE. AR, 7K
fil. I E R ER. KR TE2EEy i, BAPEN. Pk, gk, it
B DU B A PP A5 £ R AE Wi M (Costarelli et al., 2021). AR FRGZ S A R,
WL B2, kR & RO R SEMEMR NS ERE A A, #—PRA 7T HIsNE
(Costarelli et al., 2021; Cannavo et al., 2023).

4 IO THNRHRSNEREK

41 AIHERANERENALSNA

HATWILAL N SRR A0 AR AV SRR H & 2 At (K 3). H
AR AT RRE AR AR AR ST RGN, AR RN E B IR AU 22 M A (Hua
et al., 2019; Rahmah et al., 2022). W5EFRH, WILAAE MR E AR, TZEH T2
Pl oK 25, BRI AR v WL mFh 2o Ty fi % (Mosha, 2018;
Rahmah et al., 2022). ~PFHILL ] 22 B B f(Pangasius bocourti)il k1 10% 1]
AR, BEREIEEER, FPEARKE, BRI LEFRAHE, HEeEe i
#(Rahmah et al., 2022). JE&%' % 1 (Oreochromis niloticus) ks - M L 40 A] &
FIRTPHAKANERE, W9 B KRR S I35 S /K-F, #EPiine J)(Das et al., 2018). 7L
LN R, R 2RISR R RRSE RO, E B AR R AR ] B P B A A
EHEBREHIA 10%-45%, 2 HER 28 10%-25% (Mosha, 2018). £ /NAR IR FE
Ao, BRI AL, 0 BRI AR, IR REE . PR P2 A (Caruso
et al., 2023).

WLLLE PR ML & & k), Fog s, @t REERSEMKR. 5 Tk
WL, PR 4R 5 8% (4 #h 78 I (Chander and Kumar, 2017; Kour et al., 2020). #34-
FURR AN 5%—25% K1 /NHTTAL, v 4 FLAREE, =g hn 7%—13%, &7
% 75 (Chander and Kumar, 2017). fEXR&F=5H, WHAS AR 30% WHITLL, w4
. SEEARRCR . BRACHNSE T % (Mahanthesh et al., 2018); H&MS4AE H M 200 g #
SRV, AR 20% HHUGEEL, TR E . RE. WRIRCRIF IR & P (Swain et
al., 2018); XS HARHIRINHILLL, g =%, SEEEM . HmEscsafE (Manan et
al., 2017).

TTLLLAE A RE L B s AR 77 AR R RIS BRI . W R) FH R B R 7K AT B2 s A 35
B R B ] R AL G R RO, A Sk (IR IR A N K JE B (Hua et al.,
2019).

4.2 RUWESSHEEENHA

4.2.1 KBRS R AL

VLA TR A% ARG Rk R B P S A& AL K A2 2 A, 2 SEELRE FROIESE 2. 558
HE b 77 ) B A P B (BRE R AR, 1962; JE e AR gL, 1993; SR I7 5%, 2022). 5T
KW, WL AT ARG 25% 1) K = H &, KRB ER RN H 2 5 ¥k 77 E(Yao et al.,
2018), /K FEH =R FE ik 30% (Safriyani et al., 2020; Simarmata et al., 2021). Hui&E
fiig e vl LA AR B B R R ETCR, IEIRBR AR, SCELP it )
K EF 442 T+ (Bagheri Novair et al., 2020; Yang et al., 2022). H 856 iF 2, 452 HiE & 30
MELLPAEIL H, ] EARREH 20% A MBS, B2 RE R 11.11%, RN L2 e
JIHRFRFRIAZ HE (R TT et al., 2022).

WTLLLIE P ARACHE AR RS, S R RE S SR (0 P % SRR A 7= o FLAE 7K T B P) E
R 5 2 AT AN AR B R, MEARIREU AR R iR RS A AV R B
BRI I, AT Rk 2 4% 246 T (Biswas et al., 2005; Ravi et al., 2020). A4k, 1L
ZUiE AR B RIE A, B PR CHa A1 N2O 28R = SR RIHEB(Liu et al., 2017;
Brouwer et al., 2018).

W FEIE R I, VAL AT SRR 45 R 51 R IR AR 3 5, SRR 3 e 7y, [RIisd
I AR, AR PR A A LR A A VIR V& 454 (Chen et al., 2012; Akhtar et
al., 2021). Hl, FE-HLaselE. RE-TLA - i A Fhapi X S /e R E KLU 4 5
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KRG = XN A, SEEL T AR AR AKFE ™= K= HR R K 2 B R s (R A 55,
2023; Yang et al., 2025).

4.2.2 MRIEERESETIATE

HEMERRICRA . med . BRI RIS, #)2 N AT /K 105 446 2 (Mostafa et
al., 2021). VLGNSR VRN SR EERIRE, "THERGL. ABES
Tobi5/K, &4/K -3R8d f) 5 4 )& (Naghipour et al., 2018; Saxena et al., 2019).

WILLNAR . 4. . 8. WEZMESE RSN R0 EEE ), v Rk
B PRANE 2. 4088 B AE 2 EALEISLHLE &R E £ (RS @45, 2017; Banach et al,,

2020). TERGHIWEKFAET, WAL 7 3 A it S5 fa A F pH A, o503 8 4 & 1R
EIRRS, MG . P a5 4 8 1R A R (Liu et al., 2021; Agnihotri et al.,
2022). HHFLRE, ANHETLAL ]G SRR P B FOK IR B3 T A A, Gl a4 ff B 1% B A
TR DX AR [ B B T, 38T BRI AL BRI DG A R0, M 2%/ 22 4 J@ o 5 35
AR A (O 5855, 2015).

L] S AR KR R A B E TR 8L, A AR MK & B TRk IRl [R] I 7Kk A
HEE. TGkl Z995% B 55 2 Fhis G B R 4 R IR B 0 B4 i 250 R (Akinbile et al.,
2016). WAh, WL AT S YRR it ARFE &, TR AR K I IR = tH Fa g, SCByS gL
YA B 5 REVR RS ) — 1A 1k (Hemalatha et al., 2020; Ye and Yang, 2021).

SRS, WLABE RS BG oK LIRS, BAAERKUF . BOARMKER. nT AU H
IR HIILH, FEAR BTG YR B 5 /KA AR B S rh A ) el 8 AT 35
4.3 YR FFENSSELTI RER
4.3.1 £ meeiRLFIA
WILAAYTEAEWASER . KRR SR, 5 THMEEIER A, S50 AR
REVR R, MR P &R 41.4% MK ED) . 12%FIARFEM 10.3% LR, X
Y 53 2 A A 3 A ARDRERI FE 3 TR RR VR AL I R D MR R &R, REBE 7 S I B IR i RK
I BRI, 396 2 SR 3R A 7= 1 223K (Dohaei et al., 2020).

WL R AR IR W] IA 18.1%, HGITER fh AR s, Horh ik RO R o5 S g 107 R 1)
el ik 39.8% (2 mg-g™ FHR). XFPE & w-3 ARIHER 1 5 20 Al 52 a7 S AR 5
TR F= e, S ) % S (A ) S8 1Y B AR )5k (Brouwer et al., 2016; Dohaei et al., 2020).

VLA S E 20 7 S B (0 98 R 5 ] gt — 20 EAT RE S AL R, T B P B 28 24 ) FH A
o FHRBFFERI, RBRAT 5 T LR R AR I e M R B 32T, Wb s nlik
250.1 mL-g R L A(VS), BRIV 12%, el 3RS 2% (Hemalatha
et al., 2019; Dohaei et al., 2020). L4k, T L AED Al @ #Uii L 2k &R, BTl &
PP BA RUF I3 Rl ZE i e e v, nTVE T PRk s () FRARAA R, AT S B
IK AL 5 357 BEVE  H AU RS & (Brouwer et al., 2016; Hemalatha et al., 2019).

WRFETHTL LA 2 (1) “FR-TRV L AL - 0 Y 5 S IR, WIESR T R 22 . SRk I 9%
S IER LA b, Frafese = AR R R RN Safriyani et al., 2020). F@ kIR
P R DRI AR BRVR AL Rk R AR 2R, 3R TRV AL A 0 1) 256 ) 28
A2 I} i (Muradov et al., 2014).

4.3.2 SEXARFYFLE

TRVLAL e H LA W 5 AR R B A B2 M (B AR ™=, 2 RAR DI RE =TT R AR
JRAEBIIR . WL RS ORI R 2. KIS MR, Z2H. AHEREZMIRER
WS BT, bR . SRR, BTSN A s S REEE, RA IR PEL.

PR FEAYNEE, ARIRDIBEDN IR T K 255E T LedEfli(Dohaei et al., 2020). [FIR, JiiL
LUK RAIUAN. BEE. FERESE 2P AR BE T RE, S0 RS AT BN oA D Re
PR, TERT AR & N Y AR A L A I R T R B R4 1R B R St (Winstead et
al., 2024).

H AT, WL RIR =TT R AT THD i — Lo AR R B A Ao B2 i AR ) & &2 A K3
BRI B s EOR, AETEREN AR . H AR = WS At B 1 55 ) L, A% e 4 BT 2 DAY

AR PG R . B, RFES T B R EEgRE. SRS AEY)
FEARGFRIT AT e AR W A R AT 5 1) s, SEIR H br s (AR 1 58 1) '8 R A s ik &
DR S KENE ) |4 11O 1 5] P A A WY = e /)l | & A 25 L O 1 8
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Figure 3 Diverse traditional application scenarios of Azolla

Azolla forms the most efficient obligate symbiotic system in nature with nitrogen-fixing Anabaena,
presenting broad application prospects in sustainable feed protein development, agricultural ecological
improvement, environmental remediation, and biomass valorization.

5 RE
VT A0 55 ] 00 38 T8 Ok AT B R AR AR R IR AR S, FLA A e S mTIE W 2 e 1 2 40
(Vajda and McLoughlin, 2005; Hermsen et al., 2019), &K EF NEHEIECH LT
M. EifEmEmEE. PR, Eh . R R SRS, CERIRE. 1H
BHEEEA KL e 545 v 55 s fe 0 H 31 23 B

SEE TR E TSR, AL AL L A B R B R AR AT . DhREREIEZ
I S AR A A% O R FRESE . T VL AL I BRI 9T 5 B FH S i LS K i,
EU T FAAAE AR . 5%, B RIE Bl 22 N B A P ot B0 Bk B AP RE, IR AR e 1
7, RZ B ANE N 3 55 00 Y A LR, (B AR AR AR, b s E AR T & AT
FRTESCIG I B b, L4 N AR 2 N — e I, R EHAIMEIMA &R, HIHILALR)
AL AR R R S, MEASCELR AR E A e R . R, HABGm S #ae i nl se 51 &
B NR AR, KB ARG fr e . BRIk, RRXTETLL R TN SG3E LA R J7 1)

f—, WAILA AR FHLEIENT, 4248 A Pl w5 e E AR R ke
R, ESZE ARG TR, BB B iA &R . THILAL ‘?%EE@E%EX%EMJ@E’J
FsE SLAR R, 5 RHE YA o MR AR IR B A 25988 B ML AR BN R, A2 SR - 2E 3
A AR AR B R AR RO AR . ERT, e o R R AR AR AT L I B E B LA
RN TN AT ﬁﬁlﬁi%%% (73T B R RGN RR TSGR H .
WS R RN A 2 A0, AR BB S 5T N 15 3255 0 ) 2 DR e A A
EBNAS, RN S RIRRHE SRR S U, ML B AR R g, E A S B AR R
Vg, 2 EESMRCEIEEIER . BSHLABE R B R E L 5% %, &l
HRE B AAR R . EBURTLA AR ZE . gt MERE, I &S5
SR, TS RRAT R IF AR Q% 1, RR CRISPR/CasQ LR R i T H 1A 4T
P, RIS 30 R J5AE AR A T I B AL e A Bk A%, B Ae e T L R AR R B AR R . hAb, T
AR WSRO0 S B A SR AN FRAR R, AT AL AE ML I SR AR 2 — ARl B v R 4R 1
KRG, LIREETRIEE, BN R4 - A A BAR > T LB B e A, R 6
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W5 AN SR LSRR S5 HoR %

B, PRRZLEM S TARCHBE R, BEIREE. Jrdirss. HiRR LK
Pk S EAEBBE LA A RSRS8O B R ST,
PEREASE. BIERCR. JrirE KA RE 7T 1 B AL A7 53 5 TLAEHLE] A i, H
DU B MR RS Z B XSRS 5 € i, T R0 R dhib, sON 2 HRALHE
SR EAF R EE R R . Xk, FTRIEELA R BRI R 4 T IR Y A e 5 i T R i
W, BB DG BRMIR 1 B A A R R R RO o [T AS [ % 3 s 8 e 25 ek i & 7
PR R ERTHE A S RS E D BT ESUE TR T axILE I dhAh ) &
A ER RS BB RCR, A E L AR U 0 5 R AR S KR R L g

i &, AL ML G AN BRI R 2 ol SHEACET BL A R IR TH R

W=, TPRACHAR. SRR . SR S I TR, AHUEFRE 2R T E, @i
A ERIR R B A RRR R . WILLL S hUE R M = S A KA 1 B
JRBREAR, ARSI AT SLie EIR R B, MARTE e BRI R . E0 Bk ), n]
T R ORI R RS, A RIREE . DGR TR 55 T A ERR BRI, bRk
AR RS, IR ARFEREY) T FSHE e, RS E TR &, SclmEAREII 2 m
TR WAk, TG R M T I E B R, DRSS, TV O A 08 75 R it B
T&. fEHHAE b, ME2H BRI HRE, SAEND 20 SIS s, FR
it 28 DRAEH AL 2 AR IR S A A HUIESE, 1B 9T I8 A 7 A WIS R BORAE 2R

VU, HES FE-I T AL -3 TR R K- LA TR S P IR A X, 3 3 AR 38 XU VAl
5Btk & “FE-T - AR AR R L AL L 2R [ Th RE, nT SEE ARG HH 3 77 1)
MCSASE T, B BN, & B FEASE R0 77 H R KL B 3RS 10 L FH i A,
g B AR XIS ARG AR 5 K P2 TR ) AR PR R, BIIE B R APERL b . KPR IR B . WAL
K78 55 FE SR WOR ISR IR S 40, 1R A BRI R R 5 4 7= Aas o« “FRAE R /K- AL
PRD L PAAEE AT SR R /K ) BB ek AR o BRI AG A, (BRR B RO L AL K
WE R LA FE RN EYE S TRAEDSZEA S, FRELHE. B3R
KRSy 5, TE 2 AR WORE, W EERERG . MRS bR S AR A A & SR & D07
%, HTLAL AL HE T SR 22 4 ORI
e& TRk AR
A AR R E SR, BE'S B S B AR AR SR, e AR B R S0 RO R
MBI SGER . 8310 RS Kt B
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Advances Research in the Floating Aquatic Fern Azolla:
Taxonomy, Symbiotic Nitrogen Fixation, and Diversified

Utilization
Jing Li, Ping Zha, Guandong Shang, Rongcheng Lin’
Biotechnology Institute, Xianghu Laboratory, Hangzhou 311231, China
Abstract Azolla spp. is a unique floating aquatic fern that forms an obligate nitrogen-
fixing symbiosis with the cyanobacterium Nostoc azollae, and has found extensive
applications in green agricultural development and ecological and environmental
governance. Through efficient nitrogen and carbon fixation, rapid biomass accumulation
and bioactive metabolite synthesis, it significantly enhances its ecological adaptability
and resource utilization value. Azolla is widely distributed in tropical, subtropical and
temperate regions. Its obligate symbiosis with cyanobacteria is supported by specialized
leaf cavities, and achieves efficient nitrogen fixation via carbon-nitrogen coupling.
Relevant genomic and multi-omics resources have been initially established. Azolla has
unique advantages in nutritional composition, functional metabolism and environmental
adaptability, and has formed diversified application modes such as feed protein, paddy
green manure, pollution remediation and biomass energy. This paper systematically
reviews the taxonomic evolution, biological characteristics, molecular mechanism of
symbiotic nitrogen fixation and diversified applications of Azolla, and proposes that future
research should focus on directions including functional gene mining, germplasm
innovation, anti-nutritional factor removal and large-scale production of high-value
products.
Key words Azolla, symbiotic nitrogen fixation, feed protein, rice green manure, biomass
valorization
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