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Abstract
The different spatial expansion strategies of clonal plants are the result of their adaptations to extreme
heterogeneous environments. In this paper, the spatial expansion strategy and the adaptive responses
of Phragmites australis to environmental factors were analyzed by comparing clonal modules along
degradation gradients (from wetland ecosystem to desert ecosystem). The results show that:
1) With the deterioration of the environmental conditions, the clonal modules (rhizome internode
length, spacer length, primary rhizome length and branch angle) showed a trend of first increasing and
then decreasing, but the ramet number showed a trend of decreasing first and then increasing, which
turned the survival strategy from “Phalanx” (with cluster distribution and showing the invasion attitude)
to “Guerilla” (with discrete distribution and showing the evasive attitude) and then back to Phalanx in
the process of space expansion.
2) The clonal modules were significantly different in the heterogeneous environment, and were
shown the co-development and trade-off relationships (P<0.05).
3) Soil water content, bulk density, pH value and salinity were the main driving forces – especially
soil water content, bulk density and pH values in the middle and deep layers and the soil salinity of each
layer were the most important environmental factors.
The space expansion strategies of Phragmites australis in an extreme environment complemented
the theories of traditional cloning plant ecology. And there was important guiding significance for
the management and restoration of the degradation wetlands in arid and semi-arid regions to clarified
environmental driving forces of clonal plants in inland river wetlands.
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Introduction

Clonal plants can produce new genetically identical
individuals with their “maternal” individuals through
vegetative propagation under natural habitat conditions
[1-3]. Cloned plants have strong environmental
adaptability and widely exist in natural ecosystems due
to the characteristics of life infinity, spatial mobility,
reproductive diversity, and resource sharing, etc. In
particular, they occupy an advantageous position and
play a pivotal ecological role in grassland, tundra,
wetlands, waters and other ecological systems [48]. Studies on the morphological, physiological and
ecological characteristics of clonal growth have been
systematically compared [9-12]. In particular, the
research has been more focused on the integration
and plasticity of clonal plants [13-14], the trade-off
between clonal growth and sexual reproduction [1516], the sharing mechanism of resources [17-18],
and characteristics of life history and discussion of
cloning diversity [19-21]. However, analysis of the
spatial expansion strategy and driving force from the
perspective of clonal modules were relatively scarce in
the extremely arid inland river wetlands with fragile and
sensitive ecological systems.
Spatial expansion is a strategy of resource allocation
trade-offs in clonal plants [22]. Traditional studies
suggest that “Phalanx” and “Guerilla” are two clonal
growth architectures that have different resource
allocation approaches to a heterogeneous environment
[23-24]. Phalanx could enhance the competitiveness of
clonal plants through cluster distribution of modules,
showing the invasion attitude with short spacers, small
branch angles and more ramet number. But Guerrilla
could increase foraging opportunities through cloning
their roots, showing the evasive attitude with long
spacers, large branch angles and few ramets number
[25]. For example, the spatial distribution pattern of
Phalanx is shown in the cloned plants of Amphibromus
scabrivalvis in the southeastern United States, Elymus
repens in southeastern France, and Stipagrostis pennata
in northwestern China [26-28]. The spatial growth
strategies of Guerrilla are shown in the cloned plants of
Leymus chinensis in northeastern China, and Leymus
secalinus and Psammochloa villosa in northwestern
China [29-31]. Meanwhile, there was the complexity
of spatial expansion in response to the environmental
gradient due to the heterogeneity of the environment
and the variability survival strategies of plants
with more in-depth study the clonal architecture that
has gradually changed from Phalanx to Guerrilla [24].
For example, from woodland habitats to grassland
and sandy habitats, the cloned plants adopted
the intense foraging strategy of Phalanx to Guerrilla
with change of spacer length, internode length
and branching angle [32]. Research of the clonal
plant growth in heterogeneous environments could
characterize the strategies of the selective survival
pattern [8].

Selecting different patterns of space expansion
were an important adaptive strategy for clonal plants
to effectively utilize heterogeneous resources with
improved survival rates and growth competitiveness,
and it is also the result of the interaction between the
biological characteristics of clonal plant population and
environmental factors [33-35]. Environmental factors
(water, salt, pH, nutritional conditions, and so on) are
essential for the growth and spatial expansion of clonal
plants in habitats with different resource levels [3639]. Water use efficiency affects the morphological
construction of plant leaves. When a habitat has
insufficient soil water, Phragmites australis reduces
transpiration by reducing its leaf number, leaf length
and leaf width, and it prevents the loss of water in the
body [40-41]. Salinity, as an important constraint factor
for the growth of wetland vegetation, has restrained
the growth of Phragmites australis in the Yellow
River Delta [42-43]. Alkaline soil limited plant growth,
showing sparser density and lower height for Leymus
chinensis as a rhizome clone [44]. Environmental
heterogeneity greatly intensifies the survival pressure on
plants. However, different plants might have formed the
optimal spatial expansion strategy in order to adapt to
environmental changes and resist the selection pressure
brought by environmental heterogeneity in the long
course of evolutionary life history [2, 45]. So the studies
on the behavior selection of habitats in heterogeneous
environments are important to reveal the ecological
adaptation strategies of clonal plants [8].
Most studied areas of clonal plants have focused
on the coastal wetlands [46], deltaic wetlands [47],
and dry area wetlands [48]. However, there were rare
studies on the inland river wetlands in the arid and
semi-arid regions with fragility and sensitivity of the
ecological environment. Specifically, the Xihu wetland
of Dunhuang, as a key belt of the earth’s ecological
system and typical representative of the inland river
wetlands, is related to the ecological security of the
entire Dunhuang oasis and plays an important role in
protecting the ecological balance of western China [49].
Meanwhile, the stability of the wetland ecosystem in
Xihu worsened, supporting the evidence that the area
had decreased by approximately 40% in past decades
due to intensive human activities [50]. Phragmites
australis of a typical rhizome clone is the main buildgroup species and often forms a single optimal
community of the Xihu wetland in Dunhuang [51-52]. Its
widespread and highly social economic ecological value
makes the domestic and foreign scholars develop a great
amount of research [53-55]. However, little research
has been done on the ecological adaptation mechanism
for Phragmites australis in an inland river wetland.
Therefore, we analyzed the spatial expansion strategy
and environmental driving factors using the clonal plant
Phragmites australis under different degraded gradients
in the Xihu wetland in Dunhuang. The purposes of this
study were 1) to compare the module differences under
different degradation environment gradients and explore
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the spatial expansion strategy in a heterogeneous
environment and 2) to analyze the co-evolutionary
relationships among the various clonal modules and
clarify the main driving forces for spatial expansion.

Materials and Methods
Study Area and Sample Plots
The study area is located in the Xihu National
Nature Reserve in Gansu, China with a total area of
6.6×105 hm² (Fig. 1), which ranges from 39º45′ N
to 40º36′ N in latitude, from 92º45′ E to 93º50′ E
in longitude, and from 820 to 2359 m in altitude,
The study area is a typical continental-arid climate,
showing a 9.9ºC annual temperature, 39.00 mm average
precipitation, 2505.1 mm average evaporation, >16
drying degree, and 2.2 m/s annual average wind speed.
Climate change has characteristics of it being rainy and
hot during the same period, and precipitation is mainly
concentrated during April to September [49-50]. The
terrain is high in the south and low in the north, and
the middle is the impact plain, which is surrounded by
desert and the Gobi [56]. Due to the distribution of large
perennial or seasonal wetlands in the area, natural soil
dominated by swamp soil was formed, and swampy
vegetation communities were developed. The dominant
plants are Phragmites australis, Alhagi sparsifolia,
Glycyrrhiza uralensis, Halostach-ys caspica, Apocynum
venetum, and so o and so on [49].

Experimental Methods
In mid-July 2017, field surveys were conducted in
the inland river wetlands in northwestern China by
simultaneous investigation of plants and soil. Three
parallel transects were set from the inside to the

Fig. 1. Study area and sampling point distribution.
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outside along the direction from wetland to desert with
a 4,000m interval of each sample line. Five sampling
gradients were set at the same distance of 2,000 m
on each sampling line based on plant community
characteristics: no degradation (density 90.36% and
coverage 90.73%), mild degradation (density 70.78%
and coverage 72.89%), moderate degradation (density
51.00% and coverage 53.38%), severe degradation
(density 29.86% and coverage 30.29%), and extreme
degradation (density12.83% and coverage 13.33%)
(Table 1). Three samples were randomly set as
5 m × 5 m in each degradation gradient. A total of 45
survey squares were collected.
Based on an understanding of the characteristics
and diversity of the sample community, it was decided
that the experiment should be carried out with the clone
ramets of Phragmites australis as the sampling unit.
Under the premise of no disturbance, three Phragmites
australis were randomly selected on each degradation
gradient. All parts of the selected plants aboveground
and underground were harvested according to the
clonal modules collection method of full digging using
“tracking and digging” based on the direction of the
rhizomes in every plot [25]. The plant materials were
divided into panicles, leaves, stems, horizontal rhizomes
and buds with scissors, and the small environmental
factors such as altitude, latitude and longitude,
geography and geomorphology of each sampling site
was recorded. All samples were uniformly numbered
and immediately kept in a freezer (0-4ºC).
The soil sampling point corresponded to the plant
sampling point. Within the five degraded gradient
samples, the soil samples in 0-100 cm were taken by the
layered method of every 10 cm. The surface layer soil,
middle layer soil and deep layer soil were mixed soils
at 0-30 cm, 30-60 cm and 60-100 cm, respectively.
After debris removal, air drying, grinding and
screening, soil water content was measured by the
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drying weighing method, the soil bulk density was
measured by ring shear testing (50 cm3), salt content
was determined by the electrical conductivity method
[57], and the pH value of soil was determined by a PHSSD pH instrument.

(Microcomputer Power, Ithaca, NY, USA) [58-59]. The
charts were produced by Microsoft Excel 2013 and
Origin10.4.

Results and Discussion

Data Processing
The data conformed to the normal distribution
(P<0.05) and can be used directly in the data measured
by correlation analysis using Kolmogorov-Smirnov in
SPSS 19.0 software. The variances of clonal modules
in different degradation gradients were analyzed by
ANOVA, and significance was tested by least-significant
difference (LSD) using SPSS 19.0 software, and the
co-evolution of the clonal modules through the method
of space instead of time were analyzed by Pearson
correlation method. Pearson correlation coefficient (R)
was calculated as shown in formula (1):
n

R=

∑ ( x − x )( y − y )
i =0

i

n

i

∑ ( x − x) ( y − y)
i =0

2

i

2

i

(1)

…where n is the sample number, and xi and yi are the
variable values of two variables respectively.
Redundancy analysis (RDA) is widely used in the
study of the relationship between the biological and
environmental factors with a multi-variable direct
gradient analysis method and the expansion of the
multiple linear regressions. Meanwhile, RDA can get
the numerical matrix and the eigenvalue decomposition
for the characterization of clonal modules index and
soil environmental factors reflected in the relationship
between axes with the linear relationship between
two variables set model. Therefore, the relationship
between the clonal modules and major environmental
factors were analyzed by RDA using CANOCO 5.0

Characteristic Analysis of Community
and Soil Environmental Factors
This study clearly demonstrates that the decreasing
trends of density, coverage, frequency and species
composition of Phragmites australis with the deepening
of degradations (Table 1). And the performance was to
form no degradation to extreme degradation (density:
90.36% > 70.78% > 51.00% > 29.86% > 12.83%,
Coverage: 90.73% > 72.89% > 53.38% > 30.29% >
13.33%, Frequency: 88.64% > 75.00% > 58.13% >
35.00% > 17.50%). However, the average depth of
rhizomes had an increasing trend with the deepening
of degradations, showing extreme degeneration
(126.87 cm) > severe degeneration (112.60 cm) >
moderate degeneration (90.30 cm) > mild degeneration
(70.11 cm) > no degradation (56.06 cm).
The characteristics of the soil environmental factors
under five degradation gradients from no degradation to
extreme degradation were analyzed in the Xihu Wetland
in Dunhuang (Table 2). The average soil water content
under the five degraded gradient soils (0-100 cm; no
degradation, mild degradation, moderate degradation,
severe degradation and extreme degradation) gradually
decreased by 21.16%, 30.19%, 26.68%, 14.58%, and
7.59%, respectively. Soil bulk density and soil salt
content had an increasing trend, showing extreme
degradation (1.23 g/cm3) > severe degradation
(1.18 g/cm3) > no degradation (1.14 g/cm3) > moderate
degradation (1.11 g/cm3) > mild degradation (0.89 g/cm3)
and showing extreme degeneration (0.79%) > severe
degeneration (0.77%) > moderate degeneration (0.60%)

Table 1. Differences in community characteristics and average depths of rhizomes for Phragmites australis under different degradation
gradients.
Degradation
gradients

Density (%)

Coverage (%)

Frequency
(%)

Dominant
species

Species
composition

Rhizomes
average depth
(cm)

No degradation

90.36±1.24a

90.73±1.19a

88.64±1.92a

Phragmites
australis

Halogeton arachnoideus. Alhagi sparsifolia. Stipa capillata.
Phragmites australis

56.06±2.339e

Mild
degeneration

70.78±1.45b

72.89±1.60b

75.00±1.44b

Phragmites
australis

Glycyrrhiza uralensis. Alhagi
sparsifolia. Phragmites australis

70.11±1.773d

Moderate
degradation

51.00±1.85c

53.38±2.04c

58.13±1.88c

Phragmites
australis

Apocynum venetum. Alhagi sparsifolia. Phragmites australis

90.30±2.141c

Severe
degeneration

29.86±2.39d

30.29±2.46d

35.00±2.43d

Phragmites
australis

Apocynum venetum. Alhagi sparsifolia. Phragmites australis

112.60±3.179b

Extreme
degeneration

12.83±1.30e

13.33±1.17e

17.50±1.12e

Phragmites
australis

Phragmites australis

126.87±4.692a

Different lowercase letters from peers indicate significant differences between environmental gradients (P<0.05)
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Table 2. Average characteristic values (0-100 cm) of soil environmental factors under different degradation gradients (Mean±SE).
(0-100 cm) Average

No degradation

Mild degeneration

Moderate
degradation

Severe
degeneration

Extreme
degeneration

Soil water content (%)

21.16±1.00b

30.19±1.36a

26.68±0.71a

14.58±1.12c

7.59±1.91d

Soil bulk density(g/cm3)

1.14±0.04a

0.89±0.09bc

1.11±0.05ac

1.18±0.03a

1.23±0.06a

Soil pH value

8.62±0.04a

8.34±0.09bc

7.96±0.04c

8.25±0.09bc

8.74±0.07a

Soil salinity (%)

0.14±0.08b

0.59±0.27ab

0.60±0.12ab

0.77±0.20a

0.79±0.32a

Different lowercase letters from peers indicate significant differences between environmental gradients (P<0.05)

> mild degeneration (0.59%) > no degradation (0.14%).
However, the pH value of the soil showed a decreasing
trend first and then an increasing trend, at 8.62, 8.34,
7.96, 8.25 and 8.74 for no degradation, mild degradation,
moderate degradation, severe degradation and extreme
degradation, respectively, and these values demonstrated
weak alkaline content. However, there were some
exceptions in our study regions, suggesting that the
soil-water content at the no-degradation level was lower
than that at the mild degradation gradient, but the soil
bulk density was higher than the mild degradation. The
reason for these results is that the soil water content
shows the characteristics of seasonal change due to
being mainly influenced by groundwater. The soil-water
content of the samples showed a decreasing trend at the
end of summer and early autumn and downward with
groundwater depth under no degradation gradients.

Characteristic Differences of Clonal Modules
Clonal plants tend to have plasticity corresponding to
the different environment and resource conditions. With

an increase in environmental stress, the clonal modules
(plant height, stem diameter, bud number, rhizome
internode length, spacer length, primary rhizome length
and branch angle) showed a trend of increasing first and
then decreasing, and the ramet number showed a trend
of decreasing first and then increasing (Fig. 2). From
a statistical perspective, the characteristics of the clonal
modules were significantly different under moderate
degradation than other degradation gradients, such
as rhizome internode length, spacer length, primary
rhizome length, branch angle and ramet number
(P<0.05).

Correlation of Clonal Modules
There were also close relationships between spatial
expansion clonal modules (Table 2). Plant height
was highly positively correlated with stem diameter
(R = 0.662, P<0.01), while the ramets number was
significantly positively correlated with the spacer length
(R = 0.362, P<0.01). Bud number was significantly
positively correlated with rhizome internodes length,

Fig. 2. Characteristics index of clonal modules under different degraded gradients (mean±SE); different lowercase letters indicate
significant differences between different degradation gradients (P<0.05): 1) no degradation, 2) mild degeneration, 3) moderate
degradation, 4) severe degeneration, and 5) extreme degeneration.
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Table 3. The correlation between clonal modules.

Plant height
Stem diameter

Plant
height

Stem
diameter

Ramet
number

Bud
number

Rhizome
internode length

Spacer
length

Primary
rhizome length

Branch
angle

1

0.662**

-0.171

-0.044

0.253

0.008

0.266

0.218

1

-0.045

-0.007

0.173

-0.205

-0.068

0.052

1

0.244

0.065

0.362

0.198

0.103

1

0.555

0.491

0.293

0.346*

1

0.421**

0.576**

0.559**

1

0.819**

0.478**

1

0.680**

Ramet number
Bud number
Rhizome internode
length
Spacer length
Primary rhizome
length
Branch angle

**

**
**

1

* Significant at the 95 % confidence level.
** Significant at the 99 % confidence level

spacer length, and branch angle (P<0.05). The rhizome
internode length, spacer length, primary rhizome
length and branch angle were significantly positively
correlated (P<0.01). The correlation results showed
a good correlation for the growth indexes of the plant
height and stem diameter, while the other clonal space
expansion modules had better correlation.

Response of Clonal Modules to Environmental
Factors
Soil water content, bulk density, pH and salinity
content are extremely important for the clonal traits of
Phragmites australis. Fig. 3 accumulatively explained
98.4% of the species-environmental relationships. Soil
water content was significantly positively correlated with
a (plant height), b (stem diameter), c (ramet number), e
(rhizome internode length), f (spacer length), g (primary
rhizome length), and h (branch angle) (P<0.05). Soil bulk
density and a (plant height), b (stem diameter), c (ramet
number), e (rhizome internode length), f (spacer length),
g (primary rhizome length), and h (branch angle) have
a significant negative correlation (P<0.05). Soil pH and
a (plant height), b (stem diameter), e (rhizome internode
length), f (spacer length), g (primary rhizome length),
and h (branch angle) were extremely significantly
negatively correlated (P<0.01). Soil salinity and a
(plant height), b (stem diameter), and d (bud number)
were significantly negatively correlated (P<0.01), and e
(rhizome internode length), f (spacer length), g (primary
rhizome length), and h (branch angle) were significantly
positively correlated (P<0.01).
To further understand the relationship of plants and
the environment, the correlation coefficients between
clonal modules and environmental factors of soil layers
were calculated by the redundant analysis (Fig. 4a-d).
Clonal modules of a (plant height), b (stem diameter),
c (ramet number) and d (bud number) had significant
positive correlations with middle layer soil content

water (P<0.01), while e (rhizome internode length),
f (spacer length), g (primary rhizome length) and h
(branch angle) had significant positive correlations with
deep layer soil water content (P<0.01) (Fig. 4a). Clonal
modules of a (plant height), b (stem diameter) and c
(ramet number) had negative correlations with each layer
soil bulk density (P<0.05), while e (rhizome internode
length), f (spacer length), g (primary rhizome length)
and h (branch angle) had significant positive correlations
with deep soil bulk density (P<0.05) (Fig. 4b). Clonal
modules of a (plant height), b (stem diameter), d (bud
number), e (rhizome internode length), f (spacer length),
g (primary rhizome length) and h (branch angle) had
significant negative correlations with each layer of soil
pH values (P < 0.01) (Fig. 4c). Clonal modules of a (plant
height) and b (stem diameter) had significant negative

Fig. 3. Redundant analysis of clonal modules and soil
environmental factors (0-100 cm). BD: bulk density; a: plant
height; b: stem diameter; c: ramet number; d: bud number; e:
rhizome internode length; f: spacer length; g: primary rhizome
length; and h: branch angle.
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Fig. 4. Redundant analysis of clonal modules and soil water a), BD: bulk density b), pH c), and salt d) of soil layers (0-30 cm, 30-60
cm, and 60-100 cm). a: plant height; b: stem diameter; c: ramet number; d: bud number; e: rhizome internode length; f: spacer length;
g: primary rhizome length; h: branch angle. a) Water 1: represents the soil surface layer water; Water 2: represents the soil middle layer
water; Water 3: represents soil deep layer water. b) BD 1: represents the soil surface layer bulk density; BD 2: represents the soil middle
layer bulk density; BD 3: represents the soil deep layer bulk density. c) pH 1: represents the soil surface layer pH value; pH 2: represents
the soil middle layer pH value; pH 3: represents the soil deep layer pH value. d) Salt 1: represents the soil surface layer salt; Salt 2:
represents the soil middle layer salt; Salt 3: represents the soil deep layer salt.

correlations with surface and middle layer soil salinity
(P<0.05), while e (rhizome internode length), f (spacer
length), g (primary rhizome length) and h (branch
angle) had highly significant positive correlations with
deep-layer soil salinity (P<0.01) (Fig. 4d).

Discussion
Spatial Expansion Strategies of Clonal Modules
for Phragmites australis under Different Degradation Environment Gradients
To effectively use habitat resources and better adapt
to the environment in the process of natural selection,
clonal plants tend to adopt a series of strategies for
certain changes in phenotype and physiology to cope
with environmental heterogeneity [60-61]. In particular,
spatial expansion is the most direct manifestation of
these strategies [22, 62-65]. But for many clonal plants
that spread vegetatively from attached organs (rhizomes,
roots, stem bases), the opportunity for populations to

track environmental change through long-distance
dispersal will be limited.
Our studies found that the main spatial expansion
clonal modules of the rhizome internode length, spacer
length, primary rhizome length, and branching angle
for Phragmites australis gradually increased, and ramet
number gradually decreased during the progression
from no degeneration gradient to the moderate gradient
(Fig. 2). This result indicated that the clonal architecture
of Phragmites australis tended to “Phalanx” with the
increasing ramet number of the shortened rhizome
internode lengths and spacer lengths and the smaller
branching angles in well-conditioned patches of inland
river wetlands. Therefore, more ramets would be placed
under the patches of good conditions to easily acquire
resources of the entire plant. However, in the relatively
poor resource conditions, the rhizome internode length
and spacer length of Phragmites australis increased, the
branch angle increased, the ramet number decreased,
and the clone architecture tended to Guerrilla, which
helped the plants escape from the poor plaques of the
resources and transfer to the better plaques [66-67].
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Traditional studies suggest that Phalanx and Guerilla
are two different resource allocation strategies for plants
dealing with heterogeneous environments [22-23]. For
example, clonal plants of Alhagi sparsifolia changed
from Phalanx to Guerrilla as the effectiveness of soil
moisture changed from high to low in northwestern
China [68]. Clonal plants of Lysimachia congestiflora
tended to be Phalanx in its clonal architecture in the
open forest habitat and Guerrilla in forest margins and
forest habitat in southwestern China [69].
The above conclusion of spatial expansion clonal
modules was consistent with the changes in the
community characteristics along the degradation
gradient, from no degradation to moderate degradation.
However, our results on the relationship of spatial
expansion and community characteristics also showed
differences with the degradation gradient from
moderate to extreme degradation (Table 1, Fig. 2). But
this is not contradictory. We found that the results
were not consistent with traditional studies, suggesting
that the clonal architecture of Phragmites australis
tended to Phalanx with the gradually reducing trends
of rhizome internode length, spacer length, rhizome
length and branching angle, and increasing trends of
ramet number from the moderate degradation gradient
to the extreme degradation gradient (Fig. 2). Phragmites
australis maintained survival by reducing growth
investment in the rhizome internode length, spacer
length, branch angle and increasing investment in the
depth of underground rhizomes for deep water and
nutrient resources with stronger resource constraints and
worse stress conditions in poorer patches. This result
confirmed that the clonal plants could balance resources
between acquisition and investment in the process of
space expansion [39]. There are substantial potential
costs for clonal plants to maintain the connection
between plants, the integrated transfer of resources, the
generation of new ramets and the supply of energy when
clone plants occupy bigger spaces [70-71]. Meanwhile,
the depth of the underground root system and rhizomes
of Phragmites australis spread from the original plant
by approximately 50 cm to 120 cm (Table 1). Hence,
clonal plants in harsher environmental conditions
of inland river wetlands displayed this ecological
adaptation strategy in two ways, the continuous increase
in modules in the vertical direction and the change in
clonal architecture from Guerrilla to Phalanx in the
horizontal space in order to obtain more resources and
maintain community stability.
In addition, there are co-development relationships
between the biological indicators of plants that are
interdependent and mutually restrictive, which together
determine the plant structure and function [7274]. Our results confirmed this conclusion, showing
significant correlations between clonal modules (Table
3). Meanwhile, the rhizome internode length, spacer
length, primary rhizome length and branch angle under
different degraded environmental gradients showed
the collaborative development relationship with the
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same growth trend as the environmental changes,
while ramet number showed the trade-off relationship
with the opposite growth trend (Fig. 2). Therefore, the
increasing integration effects among clone network of
Phragmites australis with increasing heterogeneity.
Other results for the clonal plants of Leymus chinensis
and Duchesnea indica had similar conclusions with the
same growth trends of the rhizome internode length,
spacer length, and branch angle, and the reciprocal
relationship between branch intensity and spacer length
and ramet number [75-76]. These results showed that
clonal plants could directly adjust their morphological
plasticity and biomass distribution patterns in order
to survive in environmental heterogeneity. Thus, the
trade-off of resource allocation between survival modes
was an adaptive strategy for clonal plants in various
environments [77].
The conclusion of our study is different from that
of traditional studies, showing more complex clone
architectures for Phragmites australis from Phalanx
to Guerrilla and then to Phalanx with the change of
environmental gradient (from not degraded to extremely
degraded) in the special environmental conditions
of inland rivers, which suggests that cloned plants
had more diverse and complex survival strategies
than traditionally understood. This conclusion would
enable us to further understand the formation and the
environmental adaptation mechanism of the clonal plant
community, and is also an important supplement to the
ecological theory of clonal plants.

Spatial Expansion Driving Forces of Clonal
Modules for Phragmites australis
Environmental factors such as soil water content,
pH and salt content are the main limiting factors for the
survival of clonal plants in inland river wetlands [42,
78-79]. Water is one of the important factors controlling
plant growth and reproduction, and the allocation tradeoff of water resources is the important mechanism in the
process of plant ecological adaptation [80]. Soil water
content played a positive role on Phragmites australis in
the Xihu wetland of Dunhuang (Fig. 3). The soil water
content in the middle layer had a significant positive
correlation (P<0.05) with plant height, stem diameter,
ramet number and bud number, and the water content in
deep soil had a significant positive correlation (P<0.05)
with the rhizome internode length, spacer length,
primary rhizome length and branch angle (Fig. 4a).
The surface soil water content of inland river wetlands
is relatively lacking, so the roots of clonal plants are
mainly distributed in deep soil layers for absorbing
middle and deep layer soil water [77]. The study results
on soil water response of the clonal modules for Spartina
alterniflora and Duchesnea indica were consistent with
those of our results [68, 75].
Alkaline soils have a significant negative impact on
the growth and development of plants [79]. Our results
also confirmed that the growth of clonal modules for
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Phragmites australis became worse with increasing
soil pH value in the middle and deep layer soil (Figs 3,
4c). High alkaline content in soil inhibits plant growth
and reproduction through the disintegration of the fine
structure of the chloroplasts in the plant, changes in
composition and structure of the thylakoid membrane
with the hard and dense soil, destruction of the structure
of the pellet, reductions in soil porosity, etc. [44, 79,
81-82].
A large number of studies have confirmed that salt
stress mainly limits plant growth and development
by osmotic stress, disturbance of cell ion balance, and
ion toxicity effects [83-88]. The salt content of soil in
our study was a limiting effect on the growth index –
especially the significant negative correlation between
the surface salt and plant height and stem diameter for
Phragmites australis (P<0.05). Moreover, our study also
found that salinity promoted the growth of main clonal
modules of spatial expansion, showing a significant
positive correlation between the salinity in the middle
and deep layer soil and the rhizome internode length,
the spacer length, the primary rhizome length and
the branch angle (P<0.01). The main reason for this
result was that clonal plants tried to escape the salt
stress environment as soon as possible by increasing
investments in clonal modules.
Our results demonstrated the complexity of the
driving force for the spatial expansion of cloned plants in
inland river wetland, showing the synergism of variety
soil environmental factors and different responses to
soil layers. Meanwhile, there are widely distributed
of inland river wetlands in central Asia, Africa and
other fragile wetlands in arid and semi-arid regions of
the world, which play an important role in ecological
healthy development [50-52, 89]. Therefore, our research
conclusion provides a valuable case for the restoration
of degraded wetlands, suggesting that we should
focus on the coordination of environmental factors on
plant growth in the process of wetland protection and
management.

Conclusions
An analysis of the spatial expansion and
environmental driving force of clonal modules in
inland river wetlands can clarify the ecological
adaptation strategy of clonal plants for Phragmites
australis under extreme drought conditions. First, the
clonal plants growing in the heterogeneous habitats
adapted to different environments and obtained the
best resource supply through morphological changes
and physiological integration. With the worsening
of environmental degradation, the spatial expansion
architecture of clonal plants for Phragmites australis
transformed from Phalanx to Guerrilla and then to
Phalanx in horizontal space, and increasing investments
of modules in the vertical direction. Second, there were
the co-development and trade-off evolution patterns
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of clonal modules, showing the same increasing and
decreasing trends with the rhizome internode length, the
spacer length, the primary rhizome length, the branch
angle and an opposite trend between ramet number and
other clonal modules. Finally, the available resource
level (soil water content, bulk density, pH value and
salinity content) could be identified as the main driving
force for the spatial expansion of Phragmites australis
clonal modules in inland river salt marsh wetlands. In
particular, the water content, bulk density and pH value
in the middle and deep layer of soil and the soil salinity
content in each layer were more direct factors. Clone
plants could effectively acquire resources and continue
the population by appropriately adjusting clonal modules
with community succession. Therefore, different
management methods should be adopted based on the
different spatial expansion strategies of clonal plants
coping with the intensification of drought in inland river
wetlands in the future.

Acknowledgements
We especially thank Gansu Dunhuang West Lake
National Nature Reserve Administration for supporting
to our research work. We also thank the anonymous
referees for helpful comments on the manuscript. This
work was supported by the National Natural Science
Foundation of China (No. 41361010 and 41861006), and
the Scientific Research Program of Higher Education
Institutions of Gansu Province (No. 2018C-02).

Conflict of Interest
The authors declare no conflict of interest.

References
1. VERHOEVEN K.J.F., PREITE V. Epigenetic variation in
asexually reproducing organisms. Evol. 68, 644, 2014.
2. DOUHOVNIKOFF V., DODD R.S. Epigenetics: a
potential mechanism for clonal plant success. Plant Ecol.
216, 227, 2015.
3. LATZEL V., RENDINA GONZÁLEZ A.P., ROSENTHAL
J. Epigenetic memory as a basis for intelligent behavior in
clonal plants. Front Plant Sci. 7, 1354. 2016.
4. HUI S., YANG Z.P., FANG H., SHI T.G., DONG L.
Assessing landscape ecological risk for a world natural
heritage site: a case study of Bayanbulak in China. Pol J
Environ Stu. 24, 269, 2015.
5. GANIE A.H., RESHI Z.A., WAFAI B.A., PUIJALON
S. Clonal growth architecture and spatial dynamics of
10 species of the genus potamogeton across different
habitats in Kashmir Valley, India. Hydrobiologia. 767, 289,
2016.
6. WAN J.Z., WANG C.J., YU F.H. Large-scale
environmental niche variation between clonal and nonclonal plant species: Roles of clonal growth organs and
ecoregions. Sci Total Environ. 652, 1071, 2019.

1194
7. MUDRÁK O., FAJMON K., JONGEPIEROVÁ I.,
PRACH K. Mass effects, clonality, and phenology but not
seed traits predict species success in colonizing restored
grasslands. Restor Eco. 26, 489, 2018.
8. QUAN J.X., ZHANG X.Y., SONG S.S., DANG H., CHAI
Y.F., YUE M., LIU X. Clonal plant Duchesnea indica
Focke forms an effective survival strategy in different
degrees of Pb-contaminated environments. Plant Ecol.
219, 1315, 2018.
9. YANG S.J., SUN M., ZHANG Y.J., COCHARD H.,
CAO K.F. Strong leaf morphological, anatomical, and
physiological responses of a subtropical woody bamboo
(Sinarundinaria nitida) to contrasting light environments.
Plant Ecol. 215, 97, 2014.
10. CRONK J.K., FENNESSY M.S. Wetland plants: biology
and ecology. CRC press. 2016.
11. SEVIK H., CETIN M., KAPUCU O., ARICAK B.,
CANTURK U. Effects of light on morphologic and
stomatal characteristics of Turkish Fir needles (Abies
nordmanniana subsp. Bornmulleriana Mattf.). Frese
Environ Bull. 26, 6579, 2017.
12. GENG Y., VAN KLINKEN R.D., SOSA A., LI B., CHEN
J., XU C.Y. The relative importance of genetic diversity
and phenotypic plasticity in determining invasion success
of a clonal weed in the USA and China. Front Plant Sci. 7,
213, 2016.
13. LIN H.F., ALPERT P., ZHANG Q., YU F.H. Facilitation of
amphibious habit by physiological integration in the clonal,
perennial, climbing herb Ipomoea aquatica. Sci Total
Environ. 618, 262, 2018.
14. OOI J.L.S., KENDRICK G.A., VAN NIEL K.P. Effects
of sediment burial on tropical ruderal seagrasses are
moderated by clonal integration. Cont Shelf Res. 31, 1945,
2011.
15. XIAO Y.A., DONG M., WANG N., LAN L.L. Effects of
organ removal on trade-offs between sexual and clonal
reproduction in the stoloniferous herb Duchesnea indica.
Plant Spec Biol. 31, 50, 2016.
16. VAN DRUNEN W.E., VAN KLEUNEN M., DORKEN
M.E. Consequences of clonality for sexual fitness: Clonal
expansion enhances fitness under spatially restricted
dispersal. P Natl Acad Sci Usa. 112, 8929, 2015.
17. ROA C., HAMILTON R.S., WENZL P., POWELL W.
Plant genetic resources: needs, rights, and opportunities.
Trend Plant Sci. 21, 633, 2016.
18. HUTCHINGS M.J., WIJESINGHE D.K. Performance
of a clonal species in patchy environments: effects of
environmental context on yield at local and whole-plant
scales. Evol Ecol. 22, 313, 2008.
19. WEISER M., KOUBEK T., HERBEN T. Root foraging
performance and life-history traits. Front Plant Sci. 7, 779,
2016.
20. SVENSSON B.M., RYDIN H., CARLSSON B.Å. clonality
in the plant community. Veg Ecol. 5, 141, 2013.
21. DOUHOVNIKOFF V., DODD R.S. Epigenetics: a
potential mechanism for clonal plant success. Plant Ecol.
216, 227, 2015.
22. PINNO B.D., WILSON S.D. Nitrogen translocation
between clonal mother and daughter trees at a grassland–
forest boundary. Plant Ecol. 215, 347, 2014.
23. HUTCHINGS M. Clonal plants as cooperative systems:
Benefits in heterogeneous environments. Plant Spec Biol.
14, 1, 1999.
24. BITTEBIERE A.K., SAIZ H., MONY C. New insights
from multidimensional trait space responses to competition
in two clonal plant species. Funct Ecol. 33, 297, 2018.

Jiao L., et al.
25. DONG M., YU F.H., CHEN Y.F., SONG M.H., LIU
J., CHEN J.S., LI J.M., LIU F.H. Clonal plant ecology.
Beijing: science press. 2011.
26. CHEPLICK G.P. Responses to severe competitive stress in
a clonal plant: differences between genotypes. Oikos. 581,
1997.
27. POTTIER J., EVETTE A. Spatial pattern and process at
the plant neighbourhood scale: insights from communities
dominated by the clonal grass Elymus repen (L.) Gould. J
Veg Sci. 22, 973, 2011.
28. ZHU L.J., WANG S.M., XIA J., ZHU H.W. Clonal
Configuration and Ramet Population Characteristics of
Stipagrostis pennata in Different Habitats. Arid Zone Res.
29, 770, 2012.
29. HE N.P., WU L., ZHOU D.W. Clonal plasticity in response
to population densities of Leymus chinesis in the Songnen
grassland. Chin J Appl Environ. 11, 152, 2005.
30. DONG M., ALATENG B., XING X., WANG Q. Genet
features and ramet population features in the rhizomatous
grass species Psammochloa villosa. Acta Phys Sin. 23,
302, 1999.
31. LI Y., ZENG X.L., YOU M.H., LIU J.P., CAI J. Differences
of ecological adaptation strategies of five herbs from the
desertified grassland in Northwest Sichuan sandy land.
Pratacultural sci. 33, 843, 2016.
32. LIAO M.J., WANG Q.B., SONG M.H., DONG M. Clonal
architecture and ramet population characteritics of
Leymus chinensis from different habitats in the Xilin river
watershed. Acta Phyt Sin. 26, 33, 2002.
33. BRICKER E., CALLADINE A., VIRNSTEIN R.,
WAYCOTT M. Mega Clonality in an Aquatic Plant-A
Potential Survival Strategy in a Changing Environment.
Front Plant Sci. 9, 435, 2018.
34. WANG W., VINOCUR B., ALTMAN A. Plant responses
to drought, salinity and extreme temperatures: towards
genetic engineering for stress tolerance. Planta. 218, 1,
2003.
35. ESMAEILI M.M., BONIS A., BOUZILLÉ J.B., MONY
C., BENOT M.L. Consequence of ramet defoliation on
plant clonal propagation and biomass allocation: example
of five rhizomatous grassland species. Flora-Morphology,
Distribution, Functional Ecol Plants. 204, 25, 2009.
36. DU Y., HAN H.Y., WANG Y.F., ZHONG M.X., HUI D.F.,
NIU S.L., NIU S.L., WAN S.Q. Plant functional groups
regulate soil respiration responses to nitrogen addition and
mowing over a decade. Funct Ecol. 32, 1117, 2018.
37. WOLFER S.R., STRAILE D. Spatio-temporal dynamics
and plasticity of clonal architecture in Potamogeton
perfoliatus. Aquat Bot. 78, 307, 2004.
38. SAAR S., SEMCHENKO M., BAREL J.M., DE DEYN
G.B. Spatial heterogeneity in root litter and soil legacies
differentially affect legume root traits. Plant Soil. 428, 253,
2018.
39. LOPP J., SAMMUL M. Benefits of clonal propagation:
impact of imported assimilates from connected ramets.
Plant Ecol. 217, 315, 2016.
40. GE J., XING F. A review of adaptive strategies of clonal
plants to interspecific competition. Chin J Plant Ecol. 36,
587, 2012.
41. MOLES A.T., PERKINS S.E., LAFFAN S.W., FLORESMORENO H., AWASTHY M., TINDALL, M.L., ANAND
M. Which is a better predictor of plant traits: temperature
or precipitation. J Veg Sci. 25, 1167, 2014.
42. GUAN B., YU, J.B., WANG X.H., FU Y.Q., KAN X.Y.,
LIN, Q.X., HAN G.X., LU Z.H. Physiological Responses
of Halophyte Suaeda salsa to Water Table and Salt Stresses

Spatial Expansion Strategy of the Clonal...

43.

44.

45.
46.

47.

48.

49.

50.

51.

52.
53.

54.

55.

56.

57.

in Coastal Wetland of Yellow River Delta. Clean-Soil Air
Water. 39, 1029, 2011.
GUAN B., LI Y.Z., XIA J.G. Ecological characteristics
of Phragmites australis vegetation at different water
table levels and their relation to environmental factors
in the Yellow River Delta. Chin J Ecol. 33, 2633, 2014.
SHI L.X., GUO J.X. Changes in photosynthetic and growth
characteristics of Leymus chinensis community along the
retrogression on the Songnen grassland in northeastern
China. Photosynthetica. 44, 542, 2006.
LIU F.H., LIU J., DONG M. Ecological consequences
of clonal integration in plants. Front Plant Sci. 7, 770,
2016.
WU T.G., WU M., YU M.K., XIAO J. Dynamics of
biomass and N, P storage of Phragmites australis in
Hangzhou Bay Wetlands. Chin Environ Sci. 30, 1408,
2010.
ZHONG Q.C., WANG J.T., ZHOU J.H., OU Q., WAN K.Y.
Effects of water table manipulation on leaf photosynthesis,
morphology and growth of Phragmites australis and
Imperata cylindrical in the reclaimed tidal wetland at
Dongtan of Chongming Island. Chin J Appl Ecol. 25, 408,
2014.
WEI W., XIE Y.W., SHI P.J., ZHOU J.J., LI C.H. Spatial
Temporal Analysis of Land Use Change in the Shiyang
River Basin in Arid China,1986-2015. Pol J Environ Stud.
26, 1789, 2017.
QI D.C., CHEN W.Y., ZHANG J.Q., YUAN H. Status,
degraded causes and comprehensive treatment of
Dunhuang Xihu wetland ecosystem. Acta Prataculturae
Sin. 19, 194, 2010.
CHEN W.Y., ZHANG J.Q., ZHAO M., WANG Z.G., WU
S.X., YUAN H.F., KANG J.J., SUN F.D., WANG Y.H.
Species diversity characteristics of plant community in
Xihu desert wetland of Dunhuang, Gansu province. J Arid
Environ. 32, 1639, 2012.
TULBURE M.G., JOHNSTON C.A. AUGER D.L. Rapid
Invasion of a Great Lakes Coastal Wetland by Non-native
Phragmites australis and Typha. J Great Lakes Res. 33,
269, 2007.
JI Y.H., ZHOU G.S., LV G.H., ZHAO X.L., JIA Q.Y.
Expansion of Phragmites australis in the Liaohe Delta,
north-east China. Weed Res. 49, 613, 2009.
VILLAMAGNA A.M., MURPHY B.R. Ecological and
socio-economic impacts of invasive water hyacinth
(Eichhornia crassipes): a review. Freshwater Biol. 55, 282,
2010.
SHEN X.X., HUANG D.C., ZHANG C.Z., HU K.
Performance evaluation of constructed wetlands treating
wastewater treatment plant effluent in Taihu Lake, China.
CLEAN–Soil, Air, Water. 46, 1600442, 2018.
BOROGAYARY B., DAS A.K., NATH A.J. Tree species
composition and population structure of a secondary
tropical evergreen forest in Cachar District, Assam. J
Environ Biol. 39, 67, 2018.
ZHANG J.Q., CHEN W.Y, TAN Y.R., LIU D.G.,
YUAN H.F., WANG B.J., LIU H.Y., CHEN X. Niche
characteristics of salinized Phragmites communis meadow
community in the West Lake wetland, Dunhuang, Gansu
Province. J Nanjing Forest Univ (Natural Sciences
Edition). 43, 1, 2019.
WANG J.W., ZHAO C.Z., ZHAO L.C., WANG X.P. LI Q.
Response of root morphology and biomass of Phragmites
australis to soil salinity in inland salt marsh. Acta Ecol
Sin. 38, 4843, 2018.

1195
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