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Abstract
Background and aims  Seed heteromorphism is a plant strategy that an individual plant produces two or more 
distinct types of diaspores, which have diverse morphology, dispersal ability, ecological functions and different effects 
on plant life history traits. The aim of this study was to test the effects of seasonal soil salinity and burial depth on the 
dynamics of dormancy/germination and persistence/depletion of buried trimorphic diaspores of a desert annual 
halophyte Atriplex centralasiatica.

Methods  We investigated the effects of salinity and seasonal fluctuations of temperature on germination, recovery 
of germination and mortality of types A, B, C diaspores of A. centralasiatica in the laboratory and buried diaspores 
in situ at four soil salinities and three depths. Diaspores were collected monthly from the seedbank from December 
2016 to November 2018, and the number of viable diaspores remaining (not depleted) and their germinability were 
determined.

Results  Non-dormant type A diaspores were depleted in the low salinity “window” in the first year. Dormant diaspore 
types B and C germinated to high percentages at 0.3 and 0.1 mol L-1 soil salinity, respectively. High salinity and shallow 
burial delayed depletion of diaspore types B and C. High salinity delayed depletion time of the three diaspore types 
and delayed dormancy release of types B and C diaspores from autumn to spring. Soil salinity modified the response 
of diaspores in the seedbank by delaying seed dormancy release in autum and winter and by providing a low-salt 
concentration window for germination of non-dormant diaspores in spring and early summer.

Conclusions  Buried trimorphic diaspores of annual desert halophyte A. centralasiatica exhibited diverse dormancy/
germination behavior in respond to seasonal soil salinity fluctuation. Prolonging persistence of the seedbank 
and delaying depletion of diaspores under salt stress in situ primarily is due to inhibition of dormancy-break. The 
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Introduction
Halophytes (salt-tolerant plants) thrive in saline condi-
tions that kill 99% of glycophytes (salt-intolerant plants), 
and they have evolved mechanisms to cope with high salt 
concentration in the soil [1]. Tolerance of halophytes to 
high salinities such as those that occur in seasonally-dry 
habitats involves a delay of seed germination until salin-
ity is decreased by precipitation, at which time seeds can 
germinate and seedling become established [2–4]. That 
is, germination is prevented by high salinity, but when 
the salinity is decreased by input of fresh water seeds can 
recover from exposure to high salinity and germinate [5].

Soil seedbanks, which include all viable seeds on or in 
the soil, represent a critical but hidden stock for the long-
term survival of plant populations and plant community 
dynamics [6–8]. Dormancy is defined as the inability of 
viable seed to germinate under favorable conditions, such 
as water, temperature, light and gases, and can be divided 
into physiological dormancy (PD), morphological dor-
mancy (MD), morphophysiological dormancy (MPD), 
physical dormancy (PY), and physical plus physiological 
dormancy (PY + PD) [7]. Seed with nondeep physiologi-
cal dormancy (PD), may exhibit an annual dormancy 
(D)/nondormancy (ND) cycle during burial in soil in 
response to seasonal changes in environmental condi-
tions in the habitat, dormancy cycles are often associated 
with plants that inhabit environments with strong sea-
sonal fluctuations in temperature, rainfall, or other envi-
ronmental conditions [7, 8]. . Dormancy cycling helps to 
control timing of germination to occur when conditions 
in the habitat are optimal for seedling establishment and 
survival [7, 9]. Many laboratory studies have shown that 
salinity can either inhibit seed germination or induce ND 
seeds into D [7, 10, 11]. However, the degree of soil salin-
ity also cycles annually in habitats, but how such cycles 
affect seed dormancy cycle relates in saline habitats is 
still not clear.

Seed heteromorphism, the production on an indi-
vidual plant of two or more types of seeds that differ in 
morphology and ecology, is common in halophyte gen-
era, such as Arthrocnemum, Atriplex, Chenopodium, 
Salsola, and Suaeda [1, 12]. Production of heteromor-
phic seeds with different germination and dormancy 
responses is an adaptive strategy of plant species in saline 
areas, which confers a selective advantage for plants in 
extreme and fluctuating environments [7, 13, 14]. Seed 
heteromorphism may function as a bet-hedging strategy 

by spreading germination risks in time and space in 
unpredictable habitats [15–17]. Despite many studies 
on adaptive strategies of heteromorphic seeds in differ-
ent salinity and burial conditions [10, 18–22], nothing is 
known about how soil salinity and burial conditions in 
the field affect germination and persistence of seeds in 
the seedbank.

Atriplex centralasiatica is a C4 summer annual halo-
phyte widely distributed in arid and semi-arid saline cold 
desert habitats in northern China [23, 24]. Soil salinity 
in habitats of A. centralasiatica fluctuates seasonally in 
response to variations in precipitation and drought [10, 
11]. A. centralasiatica is a halophytic plant species that 
is well-adapted to growing in salt desert environments. 
A. centralasiatica is important source of nutrition as for-
age for livestock in these areas [23]. According to Zhang 
et al. [14] A. centralasiatica produces two kinds of dia-
spores, but Wang et al. [11, 25] found that three types of 
diaspores are produced by this species: (1) type A, flat, 
relatively small with yellow inner utricle, fast germinat-
ing (non-dormant), high salt tolerance, depleted from the 
(transient) seedbank 7 months after shedding; (2) type B, 
flat, intermediate size with black inner utricle, nondeep 
PD, salt tolerant, depleted from the (short-lived persis-
tent) seedbank in 20 months after shedding; and (3) type 
C, relatively large and globular with black inner utricle, 
deeper degree of nondeep PD than diaspore type B, low 
salt tolerance, persistent soil seedbank. Each type of dia-
spore is enclosed by a bracteole when it is dispersed [11]. 
Populations of A. centralasiatica only inhabit in environ-
ments with cold and dry winter [23]. The diaspore collec-
tion area has a typical continental, semi-arid climate with 
mean monthly temperatures that range from − 8.2  °C in 
January to 23.0  °C in July; mean annual precipitation of 
254.3 mm with most of the precipitation falling in later 
spring and summer (see Figure S1).

We hypothesized that the seasonal dynamics of soil 
salinity play a crucial role in regulating seed dormancy/ 
germination and long-term viability of the soil seed-
bank of A. centralasiatica, thereby influencing these life-
history traits. We ask the following questions: (1) How 
do the three diaspores morphs respond to the seasonal 
fluctuations in soil salinity in the field? (2) What is the 
influence of soil salinity and burial depth on dormancy/
germination and longevity of diaspores in the soil seed-
bank? To test this hypothesis, we determined the effects 
of soil salinity, burial depth and their interaction on the 

differences in dormancy/germination and seed persistence in the soil seedbank may be a bet-hadging strategy 
adapted to stressful temporal and spatial heterogeneity, and allows A. centralasiatica to persist in the unpredictable 
cold desert enevironment.
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three types of diaspores of A. centralasiatica. We pre-
dicted that the trimorphic diaspores respond differently 
to soil salinity and burial depth, which may further affect 
the time of seedling establishments.

Materials and methods
Study area and diaspore collection
Freshly mature diaspores of A. centralasiatica were col-
lected from natural populations growing on the edge of 
salt lakes on the Ordos Plateau of Inner Mongolia, north-
ern China (38° 15′ 14′′ N, 107°es 28′ 52′′ E, 1314 m a.s.l.), 
on 20 September 2016. Persistent bracteoles enclose each 
inner seed firmly, especially for types B and C diaspores. 
The inner seed was still shiny when removed from the 
diaspores after the 2–year experiment. Diaspores were 
air-dried under laboratory conditions for 1 week and then 
stored at -20  °C for subsequent experiments. The plant 
samples were identified by Zhenying Huang, a botanical 
professor at Institute of Botany, the Chinese Academy of 
Science. Note that this species is widely distributed in the 
salt deserts and coastal zones of northern China. There-
fore, collection permission is not required, and a voucher 
specimen of the plant materials were deposited in Ordos 
Sandland Ecological Research Station of the Chinese 
Academy of Sciences. The experimental research con-
ducted on plants in this study adhered to institutional, 
national, and international guidelines.

Number of diaspores at different soil depths in the field
Ten soil samples 10 cm long x 10 cm wide x 10 cm deep 
were collected in November 2016 (most freshly matured 
diaspores dispersed), March 2016 (beginning of germina-
tion season) and mid-August 2017 (end of growing sea-
son but before dispersal of freshly-matured diaspores), in 
the natural habitat of A. centralasiatica. The number of 
diaspores in the 0–2, 2–5 and 5–10 cm layers of soil in 
each sample was counted.

Effect of salinity on germination and recovery of 
germination
The effect of salt on germination of freshly mature types 
A, B and C diaspores and diaspore types B and C stored 
dry (~ 30% relative humidity, and ~ 20  °C) for 6 months 
and then given 8 weeks of cold stratification (moist sand 
with 12% water content at 4 °C) to break dormancy) were 
tested. Germination was tested at 5/15°C (12/12  h) in 
12 h light (approx. 100 µmol m− 2 s− 1, cool white fluores-
cent light) and 12  h darkness, which approximates the 
temperature regime in April when seeds germinate in the 
habitat and the optimal temperature regime for seed ger-
mination, at 0 (distilled water, CK), 0.05, 0.1, 0.2, 0.4, 0.8 
and 1.5 mol L− 1 NaCl. After 30 days of NaCl treatments, 
non-germinated diaspores were rinsed three times with 
distilled water and then incubated in light at 5/15°C (the 

best conditions for germination) for 30 days in Petri 
dishes on filter paper moistened with 2.5 mL distilled 
water. Recovery percentages were calculated as [(a − b)/c] 
× 100, where a is number of diaspores that germinated in 
salt solution plus the quiescent diaspores that germinated 
after they were incubated in NaCl solutions for 30 days 
and then transferred to distilled water for 30 d; b num-
ber of diaspores germinated in salt solution; and c total 
number of diaspores tested [11]. The viability of non-ger-
minated diaspores was tested by the tetrazolium method. 
We separated embryos from diaspores and soaked them 
in TTC solution for two hours, and inner seeds with uni-
form and intense colour are determined as viable ones.

Burial of heteromorphic diaspores at different soil depths 
and salinities
The experiments were carried out near the Ordos Sand-
land Ecological Research Station of the Chinese Academy 
of Sciences, where climatic conditions are the same as 
those at diaspore collecting sites. Each of the three types 
of 800 freshly mature diaspores of A. centralasiatica was 
placed in nylon-mesh bags and buried in sand at 0, 2 and 
5 cm in each plastic pots (diameter, 55 cm; height, 70 cm) 
for 24 months, 20 December 2016 to November 2018. 
Four holes 5 cm in diameter were made in the bottom of 
each pot to allow for drainage of excess water from the 
pots. NaCl is the main salt in soil of the natural habitats 
of the experimental sites [10]. Soil salinity (NaCl) applied 
to the pots was 0, 0.1, 0.3 and 1.5 mol L-1, which repre-
sent control, mean level in the field, high level in the field 
and extreme condition that diaspores dispersed into the 
dry bed of the salt lake would encounter, respectively. 
Forth-eight pots were filled with clean sand with electro-
conductibility less than 0.01 mol L-1 NaCl equivalent and 
then mixed with the four concentrations of NaCl solu-
tion. Thus, 48 pots with 3 types of diaspores × 3 burial 
depths (in each pot) × 4 levels of salinity × 4 replicates 
were used (Fig. 1). All pots were buried on level ground, 
with the top of the pot even with the surface of the sand.

Soil temperature, moisture and salinity in each pot 
with different burial depths and salinities during the 
study were recorded every 2 h by data collectors (Em50 
METER Co. Ltd, USA). Soil moisture and salinity were 
not measured for November, December, January and 
February, since the soil was frozen. To replenish the salt 
that flowed out the holes in the pots, NaCl were added to 
the set level each October according to the salt concen-
tration measured by the EM50. Diaspores in the nylon-
mesh bags were buried in December 2016, since most 
diaspores of A. centralasiatica are dispersed after the 
snowfall in December [11].
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Dynamics of potential germination and depletion of 
heteromorphic diaspores
Diaspores of the three morphs in nylon-mesh bags in 
each pot were exhumed on the 20th day of each month 
for 24 months, from December 2016 to November 2018. 
The remaining diaspores were counted after removing the 
germinated ones (radicle emerged or only empty brac-
teoles left in each bag). Germination was tested on two 
filter papers moistened with 3 ml distilled water at 5/15, 
10/20, 15/25 and 20/30°C (12/12 h) in 12 h light (approx. 
100 µmol m− 2 s− 1, cool white fluorescent light) and 12 h 
darkness. The alternating temperature regimes represent 
the approximate mean daily minimum and maximum air 
temperatures for each month during the growing sea-
son at the seed collecting site: 5/15, April and October; 
10/20, May and September; 15/25, June and August; and 
20/30°C, July (World Climate, www.worldclimate.com). 
Four replicates of 25 diaspores (or one-fourth of remain-
ing diaspores in the bags if the number was not enough) 
each was used in each test. Final germination was deter-
mined after 30 d. Emergence of the radicle was the cri-
terion for germination. After 30 d germination tests, 
non-germinated diaspores were examined to determine 
whether the embryo was firm, indicating that they were 
viable, or soft and with yellow liquid exuded, indicating 
that they were nonviable. Tetrazolium tests confirmed 
that the firm embryos were viable and the soft ones non-
viable [26]. Therefore, data on the number of remaining 

diaspores, dynamics of dormancy/germination and num-
ber of diaspore deaths were collected. Only viable dia-
spores were used in calculating germination percentages.

Statistical analyses
All data analyses were done with R software (v3.3.2, R 
Core Team 2016). The response variables were expressed 
as mean ± SE or mean + SE (non-transformed data appear 
in all figures). A general linear model (GLM) with fam-
ily = binomial (‘logit’) model [27] was used to test whether 
different experimental treatments, including soil salin-
ity, temperature, time and three types of diaspores as 
variables, diaspore germination as response variables, 
significances on germination followed by multiple con-
trasts with Tukey’s HSD tests using the ‘glht’ function of 
the ‘multcomp’ package. Level of significance was set at 
P < 0.05.

Results
Number of diaspores at different soil depths in the field
In the habitat of A. centralasiatica, most diaspores of 
types A, B and C were distributed in the 0–2  cm soil 
layer of in September, April and August, especially for 
types A and B diaspores (Fig.  2). For type A diaspores, 
only 22.76% remained in the soil seedbank in early April, 
the beginning of the germination season, and all of 
them had been depleted at the end of growing season in 
August (Fig. 2a). Depletion of most types B (Fig. 2b) and 

Fig. 1  Experimental design for effects of soil salinity and burial depth on germination responses and persistance in the seedbank of the three diaspore 
types of Atriplex centralasiatica. L

 

http://www.worldclimate.com
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C (Fig. 2c) diaspores occurred mainly in the germination 
season, especially at the depths of 0–2 and 2–5 cm. How-
ever, compared with September, over 93.23% and 64.56% 
type C diaspores remained in the soil seedbank in early 
April and mid-August, respectively.

Effect of salinity on germination and recovery of 
germination
Freshly matured type A diaspores germinated to > 80% 
when incubated in NaCl solutions with a concentration 
of less than 0.2 mol L-1 (Fig. 3a). At 0.4 mol L-1, 38% of 
type A diaspores germinated, and the other 59% did so 
after transferring them to distilled water for 1 month 
of incubation. No type A diaspores germinated at 0.8–
1.5 mol L-1, but they germinated to 81% and 34%, respec-
tively, after being moved to distilled water for 1 month. 
All non-germinated diaspores were nonviable. Less than 
10% of freshly matured types B (Fig. 3b) and C (Fig. 3c) 
diaspores germinated at each concentration of incuba-
tion solution. Germination of dormancy-released dia-
spore types B (Fig. 3d) and C (Fig. 3e) decreased sharply 
with salinity between 0 and 0.40 mol L-1 NaCl, especially 
those of type C. Type B diaspores had higher germination 
recovery than those of type C, which had low germina-
tion recovery. Most diaspore types B and C were viable 
after the recovery tests.

Soil temperature, moisture and salinity
Soil temperature, moisture and salinity fluctuated with 
time (Fig. S1). Soil temperature increased from spring 
to early summer and decreased from summer to win-
ter (Fig. S1). Soil salinity increased from late summer 
to winter and spring due to the increased evaporation, 
and it reached the highest level in June. Then, soil salin-
ity decreased precipitously due to leaching by rainwater 
in June, July and August, depending on the timing of the 
rainy season. Soil salinity increased again from spring to 
early summer due to salt accumulation on the soil sur-
face. The shallow soil covered by snow had high salinity 
in winter. Salinity at 0 mol L-1 NaCl (no addition of NaCl) 
was low throughout the experimental period. Compared 
with low soil salinity, soils with high salinity retained 
more water, especially those with 1.5 mol L-1 NaCl. The 
seasonal fluctuation of soil temperature, moisture and 
salinity at depths of 2 and 5 cm was less intense than that 
at 0 cm. The trends of soil moisture and salinity differed 
between the 2 years due to differences in timing of pre-
cipitation in 2017 and 2018.

Germination and depletion of the three type of diaspores
Germination differed significantly among the three types 
of diaspores. Type A diaspores retained high germina-
tion (96 ~ 100%) throughout the post-dispersal period, 
and all of them had germinated before October 2017 
(Fig.  4). Type B germinated from 0% in the dormant 
season (freshly collected in September and in July and 
August in the following 2 years) to 100% in non-dormant 
season (from November to the following Feburary each 
year) (Fig.  5). Most type B diaspores had germinated 
before July 2018, except those buried in a high salt stress 

Fig. 2  Sizes (mean ± SE) of in situ soil seedbank of the trimorphic dia-
spores of Atriplex centralasiatica on 30 September, 1 April and 20 August, 
which are the end of the life cycle, beginning of seedling establishment 
season and end of the growing season but prior to time for diaspore dis-
persal, respectively
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condition (1.5 mol L-1). Type C diaspores had much lower 
germination percentages during the dormancy cycle, and 
most of them remained in the soil seedbank during the 
2-year burial experiment (Fig. 6).

Germination of diaspores exhumed at different times of 
year
Diaspores exhumed in January and February germinated 
to significantly higher percentages than those exhumed 

in other months (P < 0.01). Obvious dormancy cycles 
were exhibited by dormant types B and C diaspores, for 
which germination increased from September to Febru-
ary and then decreased from March to August (Figs.  5 
and 6). Germination of the heteromorphic diaspores in 
2018 was significantly higher than in 2017 in all treat-
ments (P < 0.01) (Fig. 7d).

Fig. 4  Mean monthly germination percentages (Mean ± SE) of Atriplex centralasiatica type A diaspores at four soil salt concentrations and three burial 
depths in the 2-year soil seedbank experiment. Four temperatures were used. The differents among each temperature was very small (almost all germi-
nated to 100%). Thus, the line looks like only one temperature was used

 

Fig. 3  Mean percentage germination, germination recovery, dormancy and nonviable freshly matured A (a), B (b) and C (d) diaspores and dormancy-
released B (c) and C (e) diaspores of Atriplex centralasiatica incubated in various concentrations of NaCl at 5/15°C. Germination recovery is quiescent 
diaspores that did not germinate after 30 days of incubation in the NaCl solutions but did germinate when moved from salt solutions to distilled water
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Effects of soil salinity on germination
For type A diaspores exhumed from the pots, germina-
tion remained high in all soil salinity concentrations 
until all of them were depleted. Type B diaspores ger-
minated similarly at 0, 0.1 and 0.3  mol L-1 soil salinity 
and decreased abruptly when soil salinity increased to 
1.5 mol L-1, especially at the 2 cm and 5 cm burial depths 
(Fig.  7a). High salinity also narrowed the length of ger-
mination windows. Type C diaspores had a similar ger-
mination response as those of type B; however, type C 
was more sensitive to soil salinities than type B. The pro-
cess of dormancy induction of Type C was much faster 
than that for type B, and 0.3  mol L-1 NaCl limited ger-
mination of type C. Once salt accumulation began in 
March, the germination window closed quickly. Peaks 

in germination percentages also decreased precipitously 
with the increase of buried depth and soil salinity. Salt 
concentrations of 0.1, 0.3 and 0.1 mol L-1 were the most 
suitable conditions for germination of type A, B and C, 
respectively (Fig. 7a). Germination of all diaspores types 
was significantly inhibited when buried in soil at 1.5 mol 
L-1 NaCl ( P < 0.01).

Burial depth
Germination percentage decreased significantly with 
buried depth (P < 0.01). Diaspores on the soil surface 
germinated to much higher percentages than those bur-
ied at 2  cm and 5  cm (Fig.  7b). Type A germinated at 
all burial depths, but type B germinated only at burial 
depths of 2 cm and 5 cm in the first germination season. 

Fig. 6  Mean monthly germination percentages (Mean ± SE) of Atriplex centralasiatica type C diaspores at four soil salt concentrations and three burial 
depths in the 2-year soil seedbank experiment

 

Fig. 5  Mean monthly germination percentages (Mean ± SE) of Atriplex centralasiatica type B diaspores at four soil salt concentrations and three burial 
depths in the 2-year soil seedbank experiment
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Germination percentages of type A and type B exhumed 
from the 5  cm depth was lower than those on the sur-
face or exhumed from a soil depth of 2 cm (Figs. 4 and 5), 
while both 2 cm and 5 cm depths significantly inhibited 
germination of type C (P < 0.01) (Fig. 6).

Incubation temperature regimes
For all three types of diaspores, germination decreased 
significantly (P < 0.01) with increased incubation tem-
perature (Figs. 4, 5, 6 and 7c), and temperature inhibition 
of germination increased with level of dormancy depth 
of the three kinds of diaspores (i.e. type C > type B > type 
A). Only a few type B and type C diaspores germinated at 
20/30°C, while > 80% of type A germinated at this temper-
ature regime (Fig. 7c). However, type B and type C dia-
spores germinated to significantly higher percentages at 
10/20°C and 15/25°C in the germination season (March 
to June) in 2018 than in 2017 in the field (P < 0.01).

Dynamics of the number of viable diaspores in each pot
Number of viable diaspores in each bag was counted 
each month. Survival percentages of type A and type B 
buried in the 0 and 0.1 mol L-1 NaCl addition treatments 
decreased with burial depth (Fig. 8a-i), and no viable type 
A diaspores remained in the 0–0.1  mol L-1 NaCl addi-
tion treatments in July 2017. The number of viable type 

A diaspores decreased sharply in July 2017, even in the 
1.5 mol L-1 (Fig. 8d, h,l). All non-germinated type A dia-
spores buried in soil with 1.5 mol L-1 salinity were non-
viable in October 2017. At a soil salinity ≤ 0.3  mol L-1, 
the number of viable diaspores decreased sharply in the 
second spring, except at 5 cm burial depth in 0.3 mol L-1. 
Only a few type C diaspores germinated or lost viability 
in the 2 years; the highest depletion (84.38%) occurred in 
0.1 mol L-1 NaCl at the 2 cm burial depth.

Discussion
Plant species have complex requirements for annually 
fluctuating environmental signals that ensure seedling 
recruitment [1, 28], and in our study soil temperature, 
soil moisture and soil salinity exhibited obvious annual 
fluctuations (Fig. S1). Germination and seed depletion 
of the three types of diaspores of A. centralasiatica also 
exhibited seasonal dynamics. Diaspore dormancy/ger-
mination and persistence/depletion of A. centralasiatica 
diaspores in the soil seedbank were influenced by the 
seasonal fluctuation of climatic conditions, which dif-
fered among the three diaspore types, soil salinity and 
burial depth. Burial at 5 cm, high salinity and non-salinity 
inhibited germination of non-dormant seeds of diaspore 
types B and C, while high-saline stress and shallow soil 
burial depth delayed depletion of diaspore A, B and C. 

Fig. 7  Effects of soil salinity, buried depth, incubation temperature and year of collection on germination of diaspore types A, B and C of Atriplex centi-
alasiatica in the 2-year soil seedbank experiment. (a) Mean monthly germination percentages of type A, type B and type C at different concentrations of 
soil salinity. (b) Mean monthly germination of type A, type B and type C at different burial depths. (c) Mean monthly germination percentages of type A, 
type B and type C at different incubation temperatures. (d) Mean monthly germination percentages of type B and type C diaspores collected in 2017 and 
2018. Different uppercase letters indicate significant differences in germination percentage among different diaspore types at the same salinity (a), burial 
depth (b), incubation temperature (c) and collection year (d) and different lowercase letters significant differences in germination among different salinity 
(a), burial depth (b), incubation temperature (c) and collection year (d) for the same diaspore type (P < 0.05)
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Unlike most studies on halophytes in which optimum 
germination occurred in non-saline condition [29–35], 
diaspores of A. centralasiatica germinated better in low 
soil salinity than in non-saline soil.

Non-dormant type A diaspores retained high germina-
tion potential until they were depleted in the year follow-
ing their maturity (Figs. 3 and 4), which can be definited 
as very fast germination seed types [11, 12]. Although 
high salt stress delayed germination of type A diaspores 
and increased their mortality, all of the remaining viable 
type A diaspores germinated to a high percentage at mid-
growing season, when soil salinity concentration had 
been diluted to a very low level by rainwater and snow 
melt. The annual decrease in soil salt is a low salinity 
‘window’ for the germination of type A diaspores. How-
ever, there is little chance for seedlings to complete their 
life cycle due to the short period of time of high tem-
peratures and rainfall for seedling growth prior to onset 
of frost [10]. Although type A diaspores experienced 
seasonal soil salinlity stress, they are non-dormant and 
cannot be induced into secondary dormancy that would 
prevent their germination at the mid growing season [11, 
25].

Dormancy cycle is commen in species with PD seeds, 
which delays germination and increases the local adap-
tation in harsh environments [7]. Unlike type A dia-
spores, potential germinability of types B and C cycled 
in response to seasonal environmental conditions, and 
it increased from September to the following March 
and decreased from April to August (Figs.  6 and 7). All 

type B diaspores were depleted, while only a few type 
C were depleted during 2 years of burial (Fig.  8). Tem-
perature is the dominant seasonal signal that controls 
seed dormancy for most species inhabiting temperate 
environments [7, 36–38]. For dormant diaspores of A. 
centralasiatica, germination was restricted by high tem-
peratures in the field, even in the moist non-saline con-
ditions. To ensure completion of the life cycle, seedlings 
of A. centralasiatica should become established early in 
the growing season, when temperatures are low, since the 
warm rainy period is not long enough for plants to repro-
duce in the desert [11, 25]. This mechanism of controlling 
the timing of germination ensures the efficient utilization 
of seeds [7, 10, 14, 39]. Type C diaspores were more sen-
sitive to temperature than type B (Figs.  6 and 7). Thus, 
less time and lower temperatures were needed to inhibit 
germination (i.e. secondary dormancy induced) for type 
C than type B diaspores. This phenotype indicates that 
the type C diaspores is at lower risk than the type B in 
seedling recruitments, since shadow ranges of environ-
mental factors are needed in dormancy release.

For most species with heteromorphic seeds in Arma-
ranthaceae, the (fresh) seeds of non-dormant morph have 
higher tolerance to salinity than small black ones [10, 39]. 
Production of non-dormant seeds is a “high-risk” strat-
egy in arid and semi-arid habitatst, which could increase 
species competitiveness as well as and maximum coloni-
zation [15]. Although 1 month (December 2017) of cold 
stratification broke their dormancy, soil salinity modified 
the dormancy release process of diaspore types B and 

Fig. 8  Mean number of types A, B and C diaspores of Atriplex centralasiatica remaining after various periods of burial at soil dpeths of 0 cm, 2 cm and 
5 cm. Diaspores were buried in December 2016 and their presence/absence monitored until November 2018
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C in the field. Type A retained high germinability until 
they were completely depleted in less than 1 year, even in 
the highest salt stress conditions. However, even though 
incubated in distilled water, germination of types B and 
C diaspores collected in high saline soil was inhibited, 
since they were induced into secondary dormancy prob-
ably due to the lower water potentials [11]. After going 
through two dormancy cycles, the germination tempera-
ture window of type B diaspores had widened, and they 
germinated in the field in summer, like type A diaspores. 
Additionally, the best condition to break nondeep PD in 
seeds of halophytes is non-saline conditions generally 
[7, 30]. In our field experiment, the highest germination 
was in 0.3 and 0.1  mol/ L NaCl for type B and type C, 
respectively (Fig. 7). Type C diaspores have thick globu-
lar bracteoles [11]. After 2 years, the bracteoles of type B 
diaspores had diasppeared, leaving only the naked shiny 
seed. Widening of the window for germination may be a 
trade-off between the risk of seed aging and that of seed-
lings dying before they can complete their life cycle [15].

The time of dormancy release overlaps with the time of 
salt accumulation on the soil surface, from autumn to the 
following spring. Type C with deeper dormancy than that 
of type B also was much sensitive to salinity than type 
B, and less than 10% of seeds were depleted in 2 years. 
The long persistence of type C may be due to the local 
environment since salinity in dry and cold environments 
could prolong seed survival of halophytes [40]. Thus 
although high salinity increased death of diaspore type 
A, high salinity delayed diaspore depletion of A. central-
asiatica, since a large portion of of total diapsores of this 
species are types B and C. Comparing with results from 
previous laboratory studies in which salinity induced 
seeds into secondary dormancy [26, 32], it seems that 
there is no evidence that soil salinity induces seeds of A. 
centralasiatica into secondary dormancy in the field. The 
results confirm our hypothesis that the seasonal dynam-
ics of soil salinity play a crucial role in regulating seed 
dormancy/ germination and long-term viability of the 
soil seed bank of A. centralasiatica, thereby influencing 
these life-history traits.

Soil moisture, temperature and salinity, which corre-
late to seed germination, relative to soil depth [1, 2, 12]. 
For A. centralasiatica, the combined effect of soil mois-
ture and salinity, both of which were affected by burial 
depth, may be the main factors regulating responses of 
seeds in the soil seedbank. Diaspores buried at 2–5  cm 
soil depths increased seed depletion via seedling emer-
gence, although only a low proportion of types B and C 
diaspores were released from dormancy. Emergence from 
moist soil at 2 and 5 cm help ensure successful establish-
ment of seedlings in the dry spring. As observed during 
our germinating tests, germination of types B and C took 
at least 2 and 5 days, respectively. Diaspore germination 

occurs only when precipitation is high enough for seed-
lings to become established. Diaspores buried at 5  cm 
would be in soil that was more moist than those at shal-
lower burial depths, and the bracteoles on the diaspores 
could help retain moisture and thus play a role in induc-
ing the enclosed seeds into dormancy. For A. sagittata 
[41] and A. grithii [42], solutions leached from bracteoles 
inhibited germination of naked seeds and induce them 
into secondary dormancy.

In conclusion, seasonal fluctuation of soil temperature 
and moisture controls seed dormancy/germination and 
persistence/depletion of soil seedbanks of A. centralasi-
atica. However, the responses of diaspores are modified 
by soil salinity and burial depth. This is the first report of 
adaptive mechanisms to different salinity concentrations 
and seasonal fluctuations of soil salinity for a diaspore 
heteromorphic halophyte. The heteromorphic diaspores 
differed in persistence and germinability in response to 
soil salinity and burial depth, which may be a bet-hadg-
ing strategy that allows A. centralasiatic to persist in an 
unpredictable seasonally dry environment. However, the 
study confined to artificially manipulated soil salt levels 
at a fixed site, necessitating future exploration into the 
mechanisms of how naturally occurring soil salt gradi-
ents across geographic scales influence soil seed banks in 
actual habitats.

Supplementary Information
The online version contains supplementary material available at https://doi.
org/10.1186/s12870-024-05307-x.

Supplementary Material 1

Author contributions
Zhenying Huang and Xuejun Yang conceived the ideas and designed the 
methodology. Zhaoren Wang conducted the experiments. Zhaoren Wang 
analyzed the data, and Guofang Liu and Xuehua Ye contributed new analytical 
tools. Zhaoren Wang, Zhenying Huang, Xuejun Yang, Jerry M Baskin and Carol 
C Baskin led the writing of the manuscript. All authors contributed critically to 
the drafts and gave final approval for publication.

Funding
This work was funded by the Strategic Priority Research Program of the 
Chinese Academy of Sciences (XDA26010101, XDA23080302), and the 
National Natural Science Foundation of P. R. China (31861143024, 31570416), 
Natural Science Foundation of Fujian Province (2023J011039), and Educational 
Research Project for Young and Middle-aged Teachers of Fujian Provincial 
Department of Education (JAT220347).

Data availability
The data supporting the conclusions of this article is included within the 
article (and its additional file). All data generated or analyzed during this 
study are included in this article, and voucher specimens and diaspores of A. 
centralasiatica are available from the corresponding author upon request.

Declarations

Ethics approval and consent to participate
We declear that all the plant treatment and sampling methods were 
approved by the ethical approval committee and conforms with the 

https://doi.org/10.1186/s12870-024-05307-x
https://doi.org/10.1186/s12870-024-05307-x


Page 11 of 12Wang et al. BMC Plant Biology          (2024) 24:604 

“IUCN Policy Statement on Research Involving Species at Risk of Extinction” 
and the “Convention on the Trade in Endangered Species of Wild Fauna 
and Flora.” Voucher specimens were deposited in the herbarium of Ordos 
Sandland Ecological Research Station, Institute of Botany, CAS. Diaspores of 
A. centralasiatica are available from the corresponding author upon request. 
All the subsequent experiments were carried out at the Ordos Sandland 
Ecological Research Station, CAS. All methods complied with relevant 
institutional, national, and international guidelines and legislation.

Consent for publication
Not applicable.

Competing interests
The authors declare no competing interests.

Author details
1State Key Laboratory of Vegetation and Environmental Change, Institute 
of Botany, the Chinese Academy of Sciences, Beijing 100093, China
2Department of Biology, University of Kentucky, Lexington, KY 40506, USA
3Department of Plant and Soil Sciences, University of Kentucky, 
Lexington, KY 40546, USA
4Institute of Urban Environment, Chinese Academy of Sciences,  
Xiamen 361021, China

Received: 11 January 2024 / Accepted: 18 June 2024

References
1.	 Hasanuzzaman M, Shabala S, Fujita M. (2019) Halophytes and climate 

change: adaptive mechanisms and potential uses. Boston: CABI. https://doi.
org/10.1079/9781786394330.0324.

2.	 Robert J. Ecology of halophytes. New York and London: Academic; 1974.
3.	 Khan MA, Rizvi Y. Effect of salinity, temperature, and growth regulators on the 

germination and early seedling growth of Atriplex griffithii var. Stocksii. Can J 
Bot. 1994;72:475–9. https://doi.org/10.2307/2443323.

4.	 Greenwood ME, MacFarlane GR. Effects of salinity and temperature on the 
germination of Phragmites australis, Juncus Kraussii, and Juncus acutus: impli-
cations for estuarine restoration initiatives. Wetlands. 2006;26:854–61. https://
doi.org/10.1672/0277-5212(2006)26[854:EOSATO]2.0.CO;2.

5.	 Wetson AM, Cassaniti C, Flowers TJ. Do conditions during dormancy influ-
ence germination of Suaeda maritima? Annals Bot. 2008;101:1319–27. 
https://doi.org/10.1093/aob/mcn041.

6.	 Roberts HA. Seed banks in soils. Adv Appl Biology. 1981;6:1–55.
7.	 Baskin CC, Baskin JM. Seeds: ecology, biogeography, and evolution of dor-

mancy and germination. 2 ed. San Diego: Elsevier/Academic; 2014.
8.	 Yang X, Baskin CC, Baskin JM, Pakeman RJ, Huang Z, Gao R, Cornelis-

sen JHC. Global patterns of potential future plant diversity hidden in soil 
seed banks. Nat Communation. 2021;12:7023. https://doi.org/10.1038/
s41467-021-27379-1.

9.	 Ye X, Li L, Baskin JM, Baskin CC, Du J, Huang Z. Sand burial regulates timing 
of seed germination of a dominant herb in an inland dune ecosystem with 
a semiarid temperate climate. Sci Total Environ. 2019;680:44–50. https://doi.
org/10.1016/j.scitotenv.2019.05.087.

10.	 Yang F, Baskin JM, Baskin CC, Yang X, Cao D, Huang Z. Effects of germination 
time on seed morph ratio in a seed-dimorphic species and possible ecologi-
cal significance. Ann Botany. 2015;115:137–45. https://doi.org/10.1093/aob/
mcu210.

11.	 Wang Z, Baskin JM, Baskin CC, Yang X, Liu G, Huang Z. Dynamics of the 
diaspore and germination stages of the life history of an annual diaspore-
trimorphic species in a temperate salt desert. Planta. 2020;251:87. https://doi.
org/10.1007/s00425-020-03380-8.

12.	 Baskin JM, Lu JJ, Baskin CC, Tan DY, Wang L. Diaspore dispersal ability and 
degree of dormancy in heteromorphic species of cold deserts of northwest 
China: a review. Perspect Plant Ecol Evol Syst. 2014;16:93–9. https://doi.
org/10.1016/j.ppees.2014.02.004.

13.	 Harper JL. Population Biology of plants. London: Academic; 1977. https://doi.
org/10.1046/j.1365-2664.2003.00836.x.

14.	 Zhang R, Wang Y, Baskin JM, Baskin CC, Luo K, Hu X. Germination and persis-
tence in soil of the dimorphic diaspores of Atriplex Centralasiatica. Seed Sci 
Res. 2016;26:273–83. https://doi.org/10.1017/S0960258516000143.

15.	 Venable DL. The evolutionary ecology of seed heteromorphism. Am Nat. 
1985;126:577–95. https://doi.org/10.1086/284440.

16.	 Volis S. Seed heteromorphism in Triticum dicoccoides : association 
between seed positions within a dispersal unit and dormancy. Oecologia. 
2016;181:401–12. https://doi.org/10.1007/s00442-016-3576-7.

17.	 Scholl JP, Calle L, Miller N, Venable DL. Offspring polymorphism and bet 
hedging: a large-scale, phylogenetic analysis. Ecol Lett. 2020;23:1223–31. 
https://doi.org/10.1111/ele.13522.

18.	 Mandák B. Seed heteromorphism and the life cycle of plants: a literature 
review. Preslia. 1997;69:129–59.

19.	 Khan MA, Kashmir S, Ali HH, Gul B, Waheed H. Effect of environmental factors 
on the germination and growth of Parthenium hysterophorus and Rumex 
crispus. Pak J Bot. 2019;51:2195–202. https://doi.org/10.30848/PJB2019-6(7).

20.	 Vahabinia F, Pirdashti H, Bakhshandeh E. Environmental factors’ effect on 
seed germination and seedling growth of chicory (Cichorium intybus L.) as 
an important medicinal plant. Acta Physiol Plant. 2019;41:27. https://doi.
org/10.1007/s11738-019-2820-2.

21.	 Farooq S, Onen H, Tad S, Ozaslan C, Mahmoud SF, Brestic M, Zivcak M, Skalicky 
M, El-Shehawi AM. The influence of environmental factors on seed germina-
tion of Polygonum perfoliatum L.: implications for management. Agronomy. 
2021;11:1123. https://doi.org/10.3390/agronomy11061123.

22.	 Roberts N, Moloney K, Monie K, Florentine S. Effect of selected environ-
mental factors on the seed germination of the invasive species Polygala 
myrtifolia (Polygalaceae) in Australia. Aust J Bot. 2023;71:286–95. https://doi.
org/10.1071/BT22094.

23.	 Zhu G, Mosyakin SL, Clemants SE. (2003) Chenopodiaceae, In Wu CY, Raven 
PH, and Hong DY, editors, Flora of China. 5, 365. Science Press, Beijing, China 
and Missouri Botanical Garden Press, St. Louis, Missouri, USA.

24.	 Qiu N, Zhou F, Wang Y, Peng X, Hua C. The strategy of na + compartmentation 
and growth of Atriplex Centralasiatica in adaptation to saline environ-
ments. Russ J Plant Physiol. 2014;61:238–45. https://doi.org/10.1134/
S1021443714020113.

25.	 Wang Z, Baskin JM, Baskin CC, Yang X, Liu G, Ye X, Huang Z, Cornelissen 
JHC. Great granny still ruling from the grave: phenotypical response of 
plant performance and seed functional traits to salt stress affects mul-
tiple generations of a halophyte. J Ecol. 2022;110:117–28. https://doi.
org/10.1111/1365-2745.13789.

26.	 Cao D, Baskin CC, Baskin JM, Yang F, Huang Z. Comparison of germination 
and seed bank dynamics of dimorphic seeds of the cold desert halophyte 
Suaeda corniculata subsp. mongolica. Ann Botany. 2012;110:1545–58. https://
doi.org/10.1093/aob/mcs205.

27.	 Warton DI, Hui FKC. The arcsine is asinine: the analysis of proportions in ecol-
ogy. Ecology. 2011;92:3–10. https://doi.org/10.1890/10-0340.1.

28.	 Penfield S. Seed dormancy and germination. Curr Biol. 2017;27:874–8. https://
doi.org/10.1016/j.cub.2017.05.050.

29.	 Khan MA, Ungar IA. The effects of salinity and temperature on the germina-
tion of polymorphic seeds and growth of Atriplex triangularis Willd. Am J Bot. 
1984;71:481–9. https://doi.org/10.1002/j.1537-2197.1984.tb12533.x.

30.	 Masuda M, Maki M, Yahara T. Effects of salinity and temperature on seed 
germination in a Japanese endangered halophyte Triglochin maritimum 
(Juncaginaceae). J Plant Res. 1999;112:457–61. https://doi.org/10.1007/
PL00013901.

31.	 Li W, An P, Liu X, Khan MA, Tsuji W, Tanaka K. The effect of light, temperature 
and bracteoles on germination of polymorphic seeds of Atriplex Centralasi-
atica Iljin under saline conditions. Seed Sci Technol. 2008;36:325–38. https://
doi.org/10.15258/sst.2008.36.2.06.

32.	 Yang F, Cao D, Yang X, Gao R, Huang Z. Adaptive strategies of dimorphic 
seeds of the desert halophyte Suaeda corniculata in saline habitat. Chin J 
Plant Ecol. 2012;36:781–90. https://doi.org/10.3724/SP.J.1258.2012.00781. (In 
Chinese with English abstract).

33.	 Tao Y, Shang T, Yan J, et al. Effects of sand burial depth on Xanthium spinosum 
seed germination and seedling growth. BMC Plant Biol. 2022;22:43. https://
doi.org/10.1186/s12870-022-03424-z.

34.	 Zhao D, Ma H, Li S, et al. Seed germination demonstrates inter-annual varia-
tions in alkaline tolerance: a case study in perennial Leymus chinensis. BMC 
Plant Biol. 2024;24:397.

35.	 Farooq T, Akram MN, Hameed A, et al. Nanopriming-mediated memory 
imprints reduce salt toxicity in wheat seedlings by modulating physiobio-
chemical attributes. BMC Plant Biol. 2022;22:540. https://doi.org/10.1186/
s12870-022-03912-2.

36.	 Kai G, Linkies A, Steinbrecher T, Mummenhoff K, Tarkowská D, Turečková 
V, Ignatz M, Sperber K, Voegele A, Jong HD. DELAY OF GERMINATION 1 

https://doi.org/10.1079/9781786394330.0324
https://doi.org/10.1079/9781786394330.0324
https://doi.org/10.2307/2443323
https://doi.org/10.1672/0277-5212(2006)26[854:EOSATO]2.0.CO;2
https://doi.org/10.1672/0277-5212(2006)26[854:EOSATO]2.0.CO;2
https://doi.org/10.1093/aob/mcn041
https://doi.org/10.1038/s41467-021-27379-1
https://doi.org/10.1038/s41467-021-27379-1
https://doi.org/10.1016/j.scitotenv.2019.05.087
https://doi.org/10.1016/j.scitotenv.2019.05.087
https://doi.org/10.1093/aob/mcu210
https://doi.org/10.1093/aob/mcu210
https://doi.org/10.1007/s00425-020-03380-8
https://doi.org/10.1007/s00425-020-03380-8
https://doi.org/10.1016/j.ppees.2014.02.004
https://doi.org/10.1016/j.ppees.2014.02.004
https://doi.org/10.1046/j.1365-2664.2003.00836.x
https://doi.org/10.1046/j.1365-2664.2003.00836.x
https://doi.org/10.1017/S0960258516000143
https://doi.org/10.1086/284440
https://doi.org/10.1007/s00442-016-3576-7
https://doi.org/10.1111/ele.13522
https://doi.org/10.30848/PJB2019-6(7)
https://doi.org/10.1007/s11738-019-2820-2
https://doi.org/10.1007/s11738-019-2820-2
https://doi.org/10.3390/agronomy11061123
https://doi.org/10.1071/BT22094
https://doi.org/10.1071/BT22094
https://doi.org/10.1134/S1021443714020113
https://doi.org/10.1134/S1021443714020113
https://doi.org/10.1111/1365-2745.13789
https://doi.org/10.1111/1365-2745.13789
https://doi.org/10.1093/aob/mcs205
https://doi.org/10.1093/aob/mcs205
https://doi.org/10.1890/10-0340.1
https://doi.org/10.1016/j.cub.2017.05.050
https://doi.org/10.1016/j.cub.2017.05.050
https://doi.org/10.1002/j.1537-2197.1984.tb12533.x
https://doi.org/10.1007/PL00013901
https://doi.org/10.1007/PL00013901
https://doi.org/10.15258/sst.2008.36.2.06
https://doi.org/10.15258/sst.2008.36.2.06
https://doi.org/10.3724/SP.J.1258.2012.00781
https://doi.org/10.1186/s12870-022-03424-z
https://doi.org/10.1186/s12870-022-03424-z
https://doi.org/10.1186/s12870-022-03912-2
https://doi.org/10.1186/s12870-022-03912-2


Page 12 of 12Wang et al. BMC Plant Biology          (2024) 24:604 

mediates a conserved coat-dormancy mechanism for the temperature- and 
gibberellin-dependent control of seed germination. Proc Natl Acad Sci USA. 
2014;111:3571–80. https://doi.org/10.1073/pnas.1403851111.

37.	 Arana MV, Gonzalez-Polo M, Martinez‐Meier A, Gallo LA, Benech‐Arnold RL, 
Sánchez RA, Batlla D. Seed dormancy responses to temperature relate to 
Nothofagus species distribution and determine temporal patterns of germi-
nation across altitudes in Patagonia. New Phytol. 2016;209:507–20. https://
doi.org/10.1111/nph.13606.

38.	 Zhang L, Xu C, Liu H, et al. Intermediate complex morphophysiological 
dormancy in seeds of Aconitum barbatum (Ranunculaceae). BMC Plant Biol. 
2023;23:350. https://doi.org/10.1186/s12870-023-04357-x.

39.	 Donohue K, Rubio de Casas R, Burghardt L, Kovach K, Willis CG. Ger-
mination, postgermination adaptation, and species ecological ranges. 
Annu Rev Ecol Evol Syst. 2010;41:293–319. https://doi.org/10.1146/
annurev-ecolsys-102209-144715.

40.	 Flowers TJ, Hajibagheri MA, Clipson NJW. Halophytes. Q Rev Biology. 
1986;61:313–37. https://doi.org/10.1086/415032.

41.	 Mandák B, Pysek P. The effects of light quality, nitrate concentration 
and presence of bracteoles on germination of different fruit types in 
the heterocarpous Atriplex sagittata. J Ecol. 2001;89:149–58. https://doi.
org/10.1046/j.1365-2745.2001.00537.x.

42.	 Ungar IA, Khan MA. Effect of bracteoles on seed germination and dispersal of 
two species of Atriplex. Ann Botany. 2001;87:233–9. https://doi.org/10.1006/
anbo.2000.1321.

Publisher’s Note
Springer Nature remains neutral with regard to jurisdictional claims in 
published maps and institutional affiliations. 

https://doi.org/10.1073/pnas.1403851111
https://doi.org/10.1111/nph.13606
https://doi.org/10.1111/nph.13606
https://doi.org/10.1186/s12870-023-04357-x
https://doi.org/10.1146/annurev-ecolsys-102209-144715
https://doi.org/10.1146/annurev-ecolsys-102209-144715
https://doi.org/10.1086/415032
https://doi.org/10.1046/j.1365-2745.2001.00537.x
https://doi.org/10.1046/j.1365-2745.2001.00537.x
https://doi.org/10.1006/anbo.2000.1321
https://doi.org/10.1006/anbo.2000.1321

	﻿Soil salinity regulates spatial-temporal heterogeneity of seed germination and seedbank persistence of an annual diaspore-trimorphic halophyte in northern China
	﻿Abstract
	﻿Introduction
	﻿Materials and methods
	﻿Study area and diaspore collection
	﻿Number of diaspores at different soil depths in the field
	﻿Effect of salinity on germination and recovery of germination
	﻿Burial of heteromorphic diaspores at different soil depths and salinities
	﻿Dynamics of potential germination and depletion of heteromorphic diaspores
	﻿Statistical analyses

	﻿Results


