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Abstract
Coastal freshwater wetlands are amongst the world’s most modified but poorly researched ecosystems and some of the most
vulnerable to climate change. Here, we examine vegetation resilience in coastal wetlands of subtropical Australia to altered
salinity and flooding regimes likely to occur with climate change. We conducted field surveys and glasshouse experiments to
examine plant diversity and regeneration responses of understorey and canopy species across four habitats. Vegetation compo-
sition, but not richness, varied between seaward and inland habitats while soil seed bank diversity was greatest in more inland
sites. Experimental salinity and flooding treatments strongly influenced emergence from seed banks with most species germi-
nating under fresh, waterlogged conditions and very few in saline treatments. Composition of emerging seedling assemblages
was similar across habitats and treatments but differed considerably from the extant vegetation, indicating a relatively minor role
of soil seed banks in sustaining current vegetation structure in this wetland. An exception to this was Sporobolus virginicus
(marine couch) which was common in both the vegetation and seed banks suggesting a high capacity for this species to re-
establish following disturbances. Seedlings of dominant canopy species also reacted strongly to increased salinity treatments with
decreased survivorship recorded. Overall, our findings suggest a high probability of constrained vegetation regeneration in this
wetland in response to key projected climate change disturbances with implications for vegetation diversity at a landscape scale
including declines in the extent and diversity of more landward vegetation communities and expansion of salt-tolerant marshes
dominated by Sporobolus virginicus.
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Introduction

Coastal freshwater wetlands (CFWs) are highly valued for
their diverse biota and ecological services (Millennium
Ecosystem Assessment 2005). Typically positioned be-
tween estuarine and freshwater systems, CFWs are neither
fully saline nor exclusively freshwater. Rather, the main
water sources are fresh (i.e. rainfall, terrestrial runoff,
streamflow, groundwater) with saline intrusion events also
occurring during the largest tides and storm surge events
(Office of Environment and Heritage (OEH) 2011). The
unique hydrology of these systems, highlighted by the
variability in moisture and salinity, creates distinct vege-
tat ion communit ies (David 1996; Olmstead and
Armentano 1997; Ross et al. 2003; Todd et al. 2010).
CFWs provide many ecosystem services that are valuable
to the organisms which inhabit these areas as well as the
human populations living around them including; but not
limited to, habitat provision and diversity, nutrient
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cycling, flood mitigation, storm buffering and carbon se-
questration (Greenway 2001; Millennium Ecosystem
Assessment 2005; Saintilan et al. 2018).

CFWs are commonly found in areas subject to significant
urban development (i.e. along rivers, coastal regions) and in
many places, large areas of these wetlands have been cleared,
drained and filled to provide space for cultivation, grazing and
urban developments (Tait 1994; Johnson et al. 1999). Despite
their ecological importance and vulnerability to human pres-
sures, CFWs are amongst the most poorly researched wet-
lands in the world (Finlayson et al. 1999; Leigh et al. 2015;
Saintilan et al. 2018). Furthermore, CFWs are likely to be
highly vulnerable to climate change impacts due to their topo-
graphic location and proximity to intense human activity
which will constrain their capacity to be resilient and adapt
to future changes (Rogers et al. 2014a; Peirson et al. 2015). In
this paper, resilience is defined as Bthe rate at which a system
regains structure and function following a stress or
perturbation^ (Park and Allaby 2013). Most research
concerning the ecology and resilience of CFWs has occurred
in the USA (i.e. Baldwin et al. 2001; Hopfensperger and
Engelhardt 2008; Craft et al. 2009) with a few studies in
Australia (Johnson et al. 1999; Zoete 2001; Boon 2012), most
notably in Kakadu National Park in northern Australia
(Knighton et al. 1991; Finlayson 2005; Bowman et al. 2010;
Finlayson et al. 2013). Given this limited knowledge, there is
an urgent need to better understand the resilience and vulner-
ability of these ecosystems to climate change to inform the
development of effective management strategies.

Extremes in climate-related pressures, such as fires, cy-
clones, floods and storm surges, represent major disturbances
to CFWs with the potential to alter nutrient flows and remove
or change vegetation communities (Cahoon 2006; Hauser et
al. 2015). While unmodified and intact wetlands may be able
to cope with such disturbances through inherent mechanisms
of resilience and adaptive capacity, human alteration of these
systems typically reduces these capacities, placing them at risk
of extinction (Middleton 1999). Projected climatic changes,
including altered rainfall patterns, warmer temperatures, in-
creased occurrence of extreme weather events, rising sea
levels and salinisation of wetlands and groundwater, are there-
fore likely to trigger major shifts in the structure and function
of CFWs (OEH 2011; IPCC 2014; Craft et al. 2009).
Anticipated impacts, however, are difficult to manage as the
effects of many climate threats and their interactions are poor-
ly understood for these systems, althoughmodelling generally
suggests potential for substantial changes (Shoo et al. 2014;
Rogers et al. 2014b; Leigh et al. 2015). Modelling of the
future distributions of coastal wetlands based on climatic en-
velopes in south-east Queensland, for instance, suggests that
mangrove forests are likely to become the dominant vegeta-
tion type in this coastal landscape as they migrate landward in
response to rising sea levels (Saintilan and Williams 1999;

Cahoon et al. 2006; Nicholls et al. 2007; Saintilan and
Rogers 2013; Shoo et al. 2014), with sedgelands and samphire
vegetation types potentially being extirpated as a result (Shoo
et al. 2014). While CFWs may similarly shift in a landward
direction, there tends to be significant spatial constraints on
these ecosystems because of urban developments and unsuit-
able hydrology. Consequently, there is a strong potential for
CFWs to become ‘squeezed’ or face local extinction (Boon
2012; Rogers et al. 2014a). Ecological processes which might
drive patterns of landward migration and/or extirpation of
wetland ecosystems and subsequent landscape transforma-
tion, however, are largely unknown.

Regeneration of vegetation communities is critical to the
recovery of an ecosystem after disturbance, the lack of
which could lead to a transition to an alternative stable state
(May 1977; Westman 1978). The regeneration niche con-
cept is therefore important to help describe and predict the
response of species post disturbance, where all five stages of
regeneration ((1) seed production, (2) seed dispersal, (3)
germination, (4) establishment and (5) further development
of immature plant) must be realised for regeneration, which
contributes to resilience, to be successful (Grubb 1977).
Because of the critical importance of vegetation to wetland
structure and function, the resilience of wetland ecosystems
to climate change depends strongly on vegetation responses
to projected threats such as altered hydrology and salinity
(Capon et al. 2013). Many freshwater wetland plants are
well adapted to variable hydrologic regimes, but tend to be
strongly and negatively impacted by salinity (Flynn et al.
1995; Neubauer 2013; Sutter et al. 2014; Herbert et al.
2015). Increased saline groundwater intrusion and in-
creased periods of saltwater inundation have already led to
large-scale changes in vegetation community structure, in-
cluding tree mortality, in many American tidal freshwater
marshes (Leck and Simpson 1995; Baldwin et al. 2001;
Anderson et al. 2013). Changes in hydrology also drive
shifts in coastal wetland vegetation composition, with both
floods and droughts reducing species richness and abun-
dance (Baldwin et al. 2001). Soil seed banks are often im-
portant for the resilience of wetland understorey vegetation,
e spec i a l ly in hydro log ica l ly va r i ab l e we t l ands
(Hopfensperger and Engelhardt 2008), providing a mecha-
nism of regeneration following a range of disturbances in-
cluding floods (Casanova and Brock 2000; Capon and
Brock 2006), fire (Kimura and Tsuyuzaki 2011), cyclone
(Middleton 2009) and drought (Capon 2003, 2007; Brock
2011). The regenerative capacity of soil seed banks, how-
ever, may also be affected by projected climatic changes,
both with respect to the composition and structure of the soil
seed banks, as well as the establishment responses of the soil
seed bank species. In most freshwater wetlands, for in-
stance, increasing salinity typically reduces and homoge-
nises the diversity of plant assemblages emerging from the
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soil seed banks, resulting in declines in wetland vegetation
diversity (Brock et al. 2005). Additionally, the structure and
composition of wetland soil seed banks tend to reflect hy-
drological regimes and disturbances (Reid and Capon 2011;
Capon and Reid 2016).

In wetlands where the soil seed bank does not contribute
significantly to the resilience and regeneration capacity of the
vegetation community, resilience could be facilitated by pe-
rennial species which can regenerate asexually (Combroux et
al. 2002). The presence of a rhizomatous stem/root system and
the ability to produce roots from cuttings (clonal fragments)
are adaptations which allow dominant marsh species, such as
the common reed Phragmites australis, many salt marsh
grasses (e.g. Sporobolus virginicus and Spartina alterniflora)
and sedge (Scirpus americanus) species, to withstand distur-
bance and allow them to regenerate and spread rapidly
throughout wetland areas (Alvarez et al. 2005; Xiao et al.
2010; Marsh et al. 2016).

The resilience of wetland vegetation in CFWs to the com-
bined effects of altered hydrology and salinity remains poorly
understood in most places. Here, we sought to address major
knowledge gaps concerning coastal freshwater wetland vege-
tation in eastern Australia and its potential responses to the
changes in hydrology and water quality (i.e. salinity), which
are likely to be driven by climate change. We investigated
patterns in vegetation diversity and composition along a
seaward-landward gradient exhibiting stark zonation of dom-
inant canopy species. We examined the resilience of
understorey vegetation along this gradient with respect to in-
undation of fresh- and saltwater by investigating patterns of
seedling emergence from the soil seed bank. We also explored
the effects of a similar range of flooding and salinity condi-
tions on the seedling establishment of the dominant canopy
species characterising the major habitat types along this gra-
dient. Overall, we sought to understand the resilience of veg-
etation in this CFW in order to make predictions concerning
the capacity of vegetation to regenerate following major
climate-driven disturbances in these coastal freshwater wet-
lands and infer consequences for wetland biodiversity in these
landscapes under projected climate change.

Methods

Study area

The study was conducted in the BoondallWetlands Reserve in
south-east Queensland (SEQ; 27° 20′ 3″ S:153° 04′ 5″ E). The
climate of this region is subtropical with summer mean tem-
peratures reaching 29 °C and winter minimums of 9.8 °C.
Rainfall is variable and falls predominantly in summermonths
with a mean annual rainfall of 1140 mm (Bureau of
Meteorology (BOM) 2017). The study area is low lying,

rarely exceeding 1 m above sea level, and includes numerous
creeks which drain into Moreton Bay (Brisbane City Council
2017). The tidal range of the nearest monitoring point
(Brisbane Bar 27° 22′ S:153° 10′E), based on the last 10 years,
is minimum 0.201 m ± 0.079 m to maximum 2.668 m ±
0.1228 m (based on mean lowest astronomical tide; BOM
2017). The Boondall Wetland Reserve is part of the Moreton
Bay Ramsar site but is constrained by urban development on
all but its ocean side (Fig. 1). CFWs in SEQ are palustrine
wetlands, i.e. vegetated, non-river or channel systems where
emergent vegetation represents greater than 30% of ground
cover (Department of Environment and Heritage Protection
(DEHP) 2013). The CFWs within Boondall wetlands fall into
the sub-class of coastal and subcoastal floodplain wetlands
(tree swamp) and saline swamp (DEHP 2013).

Wetland zonation

Clear zonation is evident in the vegetation which comprises
several relatively distinct communities (hereafter referred to as
habitats), each dominated by a single canopy species, that
occur along a gradient of increasing distance from the coast;
marine couch (Sporobolus virginicus) marsh, swamp she-oak
(Casuarina glauca) woodland, swamp paperbark (Melaleuca
quinquenervia) woodland and eucalypt (Eucalyptus
tereticornis) woodland (Supp 1). C. glauca and M.
quinquenervia trees form a distinct monoculture canopy in
their respective habitats; however, Eucalyptus tereticornis is
commonly found alongside Corymbia tessellaris, Alphitonia
excelsa and Melaleuca spp. Understorey vegetation commu-
nities are distinctly different between habitats with increased
diversity in Melaleuca and Eucalyptus habitats compared to
Sporobolus and Casuarina habitats. Perennial species are
common throughout the understorey of all habitats but annual
species are only found in the Casuarina, Melaleuca and
Eucalypt habitats. The soil seed bank is most abundant in
Eucalyptus habitats but was more diverse in Melaleuca habi-
tats. Sporobolus habitats have the most depauperate soil seed
bank but contain the largest number of perennial species.
Sporobolus virginicus is common in the soil seed bank for
all habitats except Eucalyptus, where the annual weed
Ageratum houstonianum is most common.

Data collection

Extant vegetation survey

Extant vegetation was surveyed in April 2016, in five random-
ly positioned sites (5 × 5 m) in each habitat type. April was an
optimal time for vegetation survey and soil seed bank collec-
tion as majority of commonQueensland wetland plants flower
during the spring and summer months (September–February;
Gunn 2001) and allowed for any summer flow events to
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subside. Sites within habitats were positioned at least 100 m
apart from each other. Within each site, the presence of all
understorey (< 1 m) and overstorey (> 1 m) plant species
was recorded. Five random subsamples of soil (15 × 15 ×
10 cm) were collected from each site and aggregated into a
single bag for use in experiments. Experimentation was con-
ducted in the glasshouse facility at Griffith University,
Brisbane, south-east Queensland (SEQ).

Soil seed bank experimental design

Aggregated soil samples were divided into five plastic con-
tainers (17 × 12 × 3 cm), with drainage holes in the bottom, to
a depth of 2.5 cm. Each container was placed inside a larger
container (27.5 × 21.5 × 13 cm) to apply the water and salinity
treatments; (1) flooding with saltwater, (2) waterlogging with
saltwater, (3) flooding with freshwater, (4) waterlogging with
freshwater and (5) ambient rainfall. Flooded samples were
submerged to a level of 6.5 cm above the soil surface while
waterlogging was achieved by maintaining the water level at
the soil surface. Salinity treatments were created by dissolving
superfine salt into freshwater to create a 35 dS/m mixture

(equivalent to seawater; Ocean Nature Synthetic Sea Salt).
Ambient rainfall treatments involved waterlogging samples
with freshwater once a week but without placing samples in
larger containers to allow water to drain away.

Experimental containers were randomly arranged on tables
within the glasshouse. Eight samples of potting mix (Brunnings
Potting Mix) were used as controls to identify the presence of
‘fly in’ seeds, i.e. seedlings which were not present at the sam-
pling site but which ended up in the glasshouse by any means.
The experiment ran for 16 weeks fromMay to September 2016
during which time water levels were adjusted as necessary ev-
ery 3–4 days. Glasshouse temperatures ranged between mini-
mums of 8–15 °C and maximums of 27–43 °C during the
experimental period. Counts of emerging seedlings were
conducted every 3–4 days, with species identifications made
where possible larger seedlings were removed and
transplanted into deeper seedling tubes (5 × 5 × 12 cm) to
promote flowering for identification. This technique is known
as the emergence method, which has been used in previous
studies as an accurate measure of viable seeds in wetland soils
(Leck and Simpson 1995; Baldwin et al. 1996; Baldwin et al.
2001; Peterson and Baldwin 2004).

© State of Queensland (Department of Natural Resources, Mines and Energy) 2018

© State of Queensland (Department of Natural
Resources, Mines and Energy) 2018

Fig. 1 Map of south-east Queensland, inset. BoondallWetlands study site and plot locations within each habitat type:▲ = Sporobolus, + =Casuarina, ♦
= Melaleuca, • = Eucalyptus (QLD Department of Natural Resources, Mines and Energy 2018)

282 R. Grieger et al.



Seedling experimental design

This study examined responses to flooding and salinity treat-
ments of seedlings of Sporobolus virginicus,Casuarina glauca,
Melaleuca quinquenervia and Eucalyptus tereticornis,
representing the dominant canopy species of the four major
habitat types. Fifty-two seedlings of each species were sourced
from Wallum Nurseries (Gumdale, QLD). Individuals (height
100–200 mm) were repotted into 300-mm (90-mm diameter)
PVC tubes, covered at one end with fine mesh and a 20-mm
base layer of vermiculite (Brunnings Vermiculite) to allow for
water uptake. Soil from the corresponding habitat type was
used to repot each seedling. Seedling height was recorded for
each individual prior to repotting and four seedlings per species
were reserved to determine initial biomass (see below).

Repotted seedlings were given a 5-day establishment peri-
od of regular watering to allow for initial readjustments.
Twelve seedlings of each species were randomly allocated to
each treatment and divided between 16 large containers
(740 × 535 × 440 cm: four for each treatment) to conduct these
treatments: (1) flooding with saltwater, (2) flooding with
freshwater, (3) ambient rainfall and (4) flooding with saltwater
for 7 days after which water was replaced with freshwater, to
simulate a storm surge followed by large freshwater flows.
Flooding was achieved by submerging seedlings 10 cm above
the soil surface with salt added as per the soil seed bank ex-
periment. Water and salinity treatments were applied within
the outer containers and levels were adjusted every 3–4 days.
The rain treatment was included as a control with seedlings
receiving neither flooding nor salinity stress. Seedling height
(i.e. length from soil surface to tip of stem including the lon-
gest leaf) was recorded weekly, as were observations of ad-
ventitious root growth and salt secretion on stems and leaves
were recorded. The experimental period was 31st August to
14th October 2016, during which the glasshouse temperature
ranged between minimums of 8–15 °C and maximums of 27–
43 °C. At the end of the experimental period, a random sample
of four seedlings per species, per treatment, was harvested to
determine biomass. Plants were removed from the PVC tube
and the roots washed to remove excess soil, then placed in a
60 °C oven for 48 h. Roots were separated from stems and
leaves and weighed to determine above- and below-ground
biomass (Sharpe and Baldwin 2012; Isla et al. 2014). Four
seedlings of each species, which were set aside at the begin-
ning of the experiment, were used as an initial biomass mea-
sure to compare against.

Data analysis

Extant vegetation composition

Differences of species richness between habitat types extant
understorey vegetation assemblages were explored by

analysis of variance (ANOVA) and Tukey’s post hoc tests.
Changes in vegetation composition across habitats was inves-
tigated through non-metric multidimensional scaling (nMDS)
and analysis of similarity (ANOSIM; Euclidean distance)
using a species presence/absence data transformation.
Pairwise beta-diversity (β-diversity) was used to further in-
vestigate compositional differences. Differences in the abun-
dance, species richness and composition of seedlings emerg-
ing from the soil seed banks of each habitat type were simi-
larly examined for each site using an ANOVA model and
Tukey’s post hoc tests.

Soil seed bank and seedling treatment effects

Effects of experimental treatments on the richness and abun-
dance of emergent seedlings were investigated with ANOVA
and Tukey’s post hoc test. Differences in the composition of
emergent species in relation to experimental treatments were
investigated using nMDS and an ANOSIM (Euclidean dis-
tance) based on a species presence/absence data transforma-
tion. Responses of canopy seedlings to experimental treat-
ments were investigated, first by calculating changes in height
over time, then by one-way ANOVA and Tukey’s post hoc
tests to explore effects of experimental treatments within each
species. Biomass results were standardised across species by
subtracting the average initial biomass to determine the
change in biomass due to treatments. Factorial ANOVA and
Tukey’s post hoc test were used to identify treatment effects
on total biomass, above- and below-ground biomass for each
species. Prior to data analyses, data was checked against as-
sumptions of normality and presence/absence data transfor-
mations were performed where required.

All univariate analyses were conducted in MS Excel and
RStudio (R core team 2013). Multivariate statistics (nMDS
and ANOSIM) were conducted in the statistical program R
3.3.3 using the package vegan for nMDS and ANOSIM func-
tions and, ggplot2 for univariate graphics (R core team 2013).

Results

Extant vegetation composition

Overstorey species typically followed the given zonation de-
scription. A total of 25 species, representing 16 families, were
identified in the understorey vegetation, mainly comprising
forbs (12 spp.), grasses and sedges (4 spp.; Table 1).
Poaceae (3 spp.) and Chenopodiaceae (3 spp.) were the most
frequently represented families. Vines and grasses were com-
mon in the Melaleuca and Eucalypt habitats with Parsonsia
straminea, Dianella revoluta and Imperata cylindrica present
in both. Sporobolus virginicuswas the most frequently record-
ed and widespread species, present in all four habitats.
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Passiflora suberosa, Parsonsia straminea and Commelina
diffusa were also common, occurring in all habitats except
the Sporobolus marsh.

Species richness of understorey vegetation did not signifi-
cantly differ between habitat types (F = 2.133; p = 0.136) al-
though fewer species typically occurred in the Sporobolus
marsh habitat (Supp. Fig. 1).

Understorey vegetation composition varied significant-
ly between habitat types (ANOSIM R = 0.633; p < 0.0001;
Supp. Fig. 2). The species driving this differentiation in-
cluded Sporobolus virginicus, which was unsurprisingly
dominant in the Sporobolus marsh habitat; the forbs
Commelina diffusa, Passiflora suberosa and Einadia

hastata were associated with the Casuarina woodland
habitat; and the perennial herb Dianella revoluta and
grass Imperata cylindrica were associated with the
Melaleuca woodland and Eucalyptus woodland habitat.
Distinct differences in species composition were also de-
tected between habitats, with the Sporobolus marsh being
significantly different to the Melaleuca and Eucalyptus
habitats (Table 1).

Soil seed bank composition

Over 1111 individual seedlings germinated during the
soil seed bank experiment, representing at least 20 spe-
cies, 18 of which were identified to at least genus.
Across all habitat types, the most abundant species were
Ageratum houstonianum (232), Sporobolus virginicus
(620) and Eleocharis spp. (125). Six of the 18 identified
species were annuals, all of which only emerged from
Casuarina, Melaleuca and Eucalyptus samples. The
Cyperaceae family was the most dominant of the 11
families with four species recorded. Seedlings belonging
to the Poaceae, Asteraceae and Apiaceae families were
also common, each being represented by two species. At
a site level, both the abundance (F = 2.716, p = 0.049,
df = 3) and species richness (F = 5.54, p = 0.0015, df =
3) of emerging seedlings were significantly higher from

Table 1 ANOSIM R statistic and β-diversity index pairwise
comparison of understorey vegetation communities surveyed in major
wetland habitats in Boondall wetlands. Comparisons based on presence/
absence transformed data

Groups R statistic β-diversity

Casuarina, Melaleuca 0.564 0.48

Casuarina, Sporobolus 0.41 0.38095

Casuarina, Eucalypt 0.364 0.5

Melaleuca, Sporobolus 0.876 0.25

Melaleuca, Eucalypt 0.034 0.6956

Sporobolus, Eucalypt 0.698 0.3157

Fig. 2 Boxplot of differences in species richness of emergent assemblages of major wetland habitat types between water and salinity treatments
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the soil seed banks of the Eucalyptus habitat than those
of all other habitat types (Supp. Fig. 3a & b). The com-
position of emerging seedling assemblages, however, did
not vary significantly in relation to habitat (ANOSIM
R = 0.064; p < 0.0001).

Comparison of extant and soil seed bank assemblages

Only seven species were common to both the extant
understorey vegetation and the soil seed bank (Ageratum
houstonianum, Alternanthera denticulata, Commelina
dif fusa , Cyperus polystachyos , Einadia hastate ,
Sesuvium portulacastrum, Sporobolus virginicus), all of
which are perennial except for Ageratum houstonianum
and Alternanthera denticulata. With the exception of S.
virginicus a grass and C. polystachyos a sedge, all of these
common species were forbs. Ten species, mostly forbs
and sedges, were recorded exclusively in the soil seed
bank while 16 species were only recorded from the extant
understorey vegetation including several vines and woody
shrubs (e.g. Parsonsia straminea, Passiflora suberosa,
Eustrephus latifolius) and several grass species (i.e.
Imperata cylindrical and Chloris spp.). The number of
species common between the extant vegetation and soil
seed bank did not vary significantly in relation to habitat
type (F = 2.809; p = 0.0728), although, β-diversity was
the highest when comparing the extant and emergent com-
munities of the Sporobolus marsh (Table 2).

Effects of salinity and flooding on emergence
from soil seed banks

The abundance (F = 11.24; p < 0.0001, df = 4) and rich-
ness (F = 26.62; p < 0.0001, df = 4) of seedlings emerg-
ing from the soil seed bank varied significantly in re-
sponse to the flooding and salinity treatments. Overall,
more seedlings representing more species emerged under
fresh-waterlogged treatments (Fig. 2). Seedling abun-
dances and richness did not differ significantly between
rain and fresh-flooded treatments but both were signifi-
cantly higher than those from salt-flooded and salt-

waterlogged treatments (Fig. 2). Seedling assemblages
emerging from Eucalyptus and Melaleuca habitats under
fresh-waterlogged treatment had the highest species rich-
ness, while no species emerged from samples from
these habitats under salt-waterlogged or salt-flooded
treatments (Fig. 2). The composition of emerging seed-
ling assemblages did not vary significantly in relation to
experimental treatments or habitat type (ANOSIM R =
0.254; p < 0.0001).

Effects of flooding and salinity on growth of seedlings

Seedling survival was variable between species and ex-
perimental treatments. Treatment effects were greatest
for Eucalyptus tereticornis seedlings of which < 10% sur-
vival occurred in both saltwater treatments while 100%
survival was recorded in freshwater treatments. In con-
trast, seedling survival was > 60% for seedlings of
Sporobolus virginicus regardless of treatment (Fig. 3).
Melaleuca quinquenervia seedlings consistently showed
lower rates of survival than seedlings of Casuarina
glauca and both had lower survival rates in saltwater
treatments compared to freshwater (Fig. 3). The treatment
effects shown in Fig. 3 were not statistically significant.

Amongst surviving seedlings, growth during the exper-
iment varied in relation to species (F = 10.95; p < 0.0001;
Fig. 4) and treatment. Higher average growth was evident
in all species under rain and fresh-flooded conditions (F =
19.06; p < 0.0001, df = 9; Fig. 4) with significant interac-
tions between species and treatment also detected (F =
19.06; p < 0.0001; Fig. 4), indicating differences in re-
sponses between species. Eucalyptus tereticornis seed-
lings exhibited significantly more growth under rain and
fresh-flooded treatments than all other species or treat-
ments (Fig. 4). Salinity significantly decreased survivor-
ship (measured as a decrease in height) over the course of
the experiment in all species except C. glauca (Fig. 4).
Height of S. virginicus was significantly greater in the
storm-surge treatments compared to salt-flooded treat-
ments and was reduced in the fresh-flooded and rain treat-
ment (Fig. 4). The height of M. quinquenervia and C.
glauca seedlings did not significantly differ between treat-
ments although a positive trend was recorded in fresh-
flooded individuals of M. quinquenervia and in rain treat-
ments for C. glauca. (Fig. 5). Sporobolus virginicus in-
creased in height over time in response to all treatments
except salt-flooded. The storm-surge treatments resulted
in an initial decrease in survivorship of S. virginicus
followed by an increase in height after saltwater was re-
placed with freshwater (Fig. 5). Only E. tereticornis ex-
hibited a significant difference in above- and below-
ground biomass across treatments where rain and fresh-
flooded treatments were significantly greater (Fig. 6).

Table 2 β-diversity index comparison of extant understorey and
emergent species richness in major wetland habitat types in Boondall
wetlands

Extant species
richness

Emergent species
richness

β-diversity
index

Sporobolus 6 3 0.44

Casuarina 15 8 0.26

Melaleuca 10 13 0.17

Eucalypt 13 11 0.25
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Discussion

Climate change is predicted to significantly impact the
eastern coast of Australia. Increased intensity of extreme
rainfall events, a rise in sea level of 0.3–0.65 m by 2090
and an increase in height of extreme sea level events (i.e.
king tides and storm surges) are all predicted with high to
very high confidence (Reisinger et al. 2014; Dowdy et al.
2015). These predictions have been simulated in this
study with freshwater inundation to represent the

increased flooding from extreme rainfall events, and salt-
water manipulations to represent saline groundwater inun-
dation, increased height of storm surge and extreme sea
level events and long-term increases in sea level. Due to
the low-lying nature of the study area (generally < 1 m
above sea level), it is likely that large proportions of this
wetlands will be influenced by increased extreme sea lev-
el events and will become inundated with sea level rise.

Vegetation in many coastal wetlands exhibits a distinc-
tive zonation in relation to increasing distance from the

Fig. 3 Boxplot of the proportion
of mortality of dominant wetland
canopy species in water and
salinity treatments

Fig. 4 Boxplot of the average change in height for major wetland canopy species between water and salinity treatment
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shoreline with variations in salinity and hydrology (He et
al. 2011; Swarth et al. 2013; Janousek and Folger 2014).
In coastal freshwater wetlands of south-east Queensland,
this is reflected by clear changes in the distribution of
dominant canopy species. Our results indicate that
understorey vegetation also differs significantly across
these habitats with a general increase in diversity in a
landward direction along this gradient, possibly reflecting
a decline in saline influences and a higher availability of
freshwater in less tidally influenced, inland positions.
Hydrology and salinity are likely to be major drivers of
these shifts in vegetation structure and composition
(Baldwin et al. 2001; Swarth et al. 2013), with salt toler-
ance playing a particularly key role in shaping species
distributions within coastal wetlands (Odum 1988;
Marcum and Murdoch 1992; Janousek and Folger 2014).
In the wetlands studied here, low species diversity was
observed in the Sporobolus marshes, possibly reflecting
the greater saline influences here, compared to other hab-
itats. Greater freshwater availability and/or the absence of
saline water may support the higher plant diversity found
in the Melaleuca and Eucalypt habitats. The decreased
dominance of S. virginicus in the understorey of the
Melaleuca and Eucalypt habitats might also permit the

establishment of a more diverse community as S.
virginicus is known to form thick, mat-like ground covers
with a dense layer of roots, possibly inhibiting the germi-
nation and growth of other species (Marcum and Murdoch
1992; Boon 2012).

Role of the soil seed bank

Regeneration from the soil seed bank (germination) is an im-
portant stage of the regeneration niche (Grubb 1977). The soil
seed banks of the CFWs in the Boondall wetlands are domi-
nated by annual herbaceous species and appear to be relatively
species depauperate, compared to many inland Australian
wetlands (e.g. Capon 2003; James et al. 2007), although were
similar in species diversity to tidal freshwater wetlands in the
USA, (e.g. Baldwin et al. 2001; Peterson and Baldwin 2004).
Soil seed bank composition does not differ substantially be-
tween the major habitat types examined here despite signifi-
cant variation in the extant vegetation suggesting that there is a
common soil seed bank species pool throughout all habitats
sampled across the wetland (Baldwin et al. 1996; Cronk and
Fennessy 2001). Given this similarity throughout the wetland,
it is possible that hydrology and salinity do not play a role in
structuring the soil seed bank composition for this CFW; how-
ever, there may be some role in seed viability and germination
success, as has been found in tidal marshes in North America
(Baldwin et al. 1996; Peterson and Baldwin 2004). Such ho-
mogeneity in wetland soil seed banks is likely due to wide-
spread dispersal of propagules via wind and water (Baldwin et
al. 1996; Capon 2003, 2007; Wall and Stevens 2015). The
lack of substantial variation in the soil seed bank also suggests
that compositional differences in the extant vegetation are due
to effects of drivers such as hydrology and salinity on plant
establishment and growth, rather than spatial differentiation in
the availability of propagules (e.g. Webb et al. 2006).

Soil seed bank assemblages in tidal freshwater marshes
frequently have different composition to extant vegetation
communities (Wilson et al. 1993; Hopfensperger et al. 2009;
Liu et al. 2006) and similar results have been observed in
some inland wetlands (Reid and Capon 2011). In some cases,
tidal freshwater marsh seed banks strongly resemble the spe-
cies composition of extant vegetation in adjacent open areas,
suggesting that the seed bank provides an indication of what
would occur in the area if the canopywas removed (Cronk and
Fennessy 2001). Rather than providing sources of regenera-
tion for dominant and productive understorey species, the soil
seed banks may instead contribute to the resilience of
understorey plant diversity when certain conditions occur
and the standing vegetation is removed, e.g. following reces-
sion of floodwaters or after fire (e.g. coastal dunes Pierce and
Cowling 1991; alpine fields Chambers 1993). The homoge-
neity and minimal similarity of the soil seed bank in this study
could also be attributed to temporal trends in seed availability

Fig. 5 Change in mean height (± standard deviation) of seedlings over
experimental period for a E. tereticornis, b S. virginicus and c C. glauca
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and viability periods (i.e. the length of time a seed is viable for
in the soil seed bank). No seedlings of C. glauca, M.
quinquenervia or E. tereticornis were observed in the field
survey or emerging from the soil seed bank. These species
typically store seeds in an aerial seed bank and flower from
September to October, March to July and June to November
respectively; however, all species have seed capsules that per-
sist on the tree for at least 1 year (Gunn 2001). Suggesting that
conditions for germination of these seeds may not have oc-
curred during experimentation or that these seeds do not per-
sist in the soil seed bank.

Changes in flow patterns and salinity concentrations
can have significant effects on the viability and germina-
tion of seeds from the wetland soil seed bank (Leck and
Simpson 1995; Peterson and Baldwin 2004; Middleton
2016), further highlighting the role of alternative regener-
ation mechanisms for wetland resilience. Baldwin et al.
(1996) found that short-term saline inundation had little
effect on germination from soil seed banks suggesting that
soil seed banks may be important for wetland vegetation
regeneration following transient salinity disturbances such
as storm surge events (Baldwin et al. 1996; Casanova and
Brock 2000; Capon and Brock 2006). In contrast, longer

term saline flooding, such as that likely to occur as a
result of rising sea levels, is more likely to have negative
influences on seed bank viability and regeneration capac-
ity. This is particularly important as the combined impacts
of reduced germination and an increased frequency and
intensity of disturbance events with a changing climate
(e.g. storm surge) have the potential to trigger rapid shifts
in vegetation structure, as observed by Baldwin and
Mendelssohn (1998).

Asexual reproduction and vegetative regeneration in peren-
nial species is important for wetland vegetation resilience
when seed germination is inhibited by effects of salinity and
flooding (Baldwin et al. 1996; Combroux et al. 2002). In this
study, germination abundance, but not diversity, was largely
inhibited by saline waterlogging and flooding. Such con-
straints on this regenerative pathway could result in a reduc-
tion of understorey vegetation diversity, favouring species like
S. virginicus, which are able to regenerate through vegetative
pathways (Leck 1989; Cronk and Fennessy 2001). Species
such as the common reed, Phragmites australis, salt marsh
grasses (e.g. Sporobolus virginicus and Spartina alterniflora)
and sedge (Scirpus americanus) species possess rhizomatous
root systems and clonal fragment propagation mechanisms,

Fig. 6 Boxplots of a average
above-ground biomass and b
below-ground biomass of
dominant wetland species of
Boondall wetlands in response to
different water and salinity
treatments

288 R. Grieger et al.



and have high seed production rates, allowing them to regen-
erate and spread rapidly throughout wetland areas (Alvarez et
al. 2005; Xiao et al. 2010; Marsh et al. 2016). These species
are minimally affected by periods of saline and freshwater
inundation (Baldwin et al. 2001; Baldwin et al. 2010; Sutter
et al. 2014), being able to recover from periods of saline in-
undation when followed by freshwater flows (Mauchamp and
Mésleard 2001). Spartina alterniflora is known to recolonise
areas of marsh where dieback has occurred due to disturbance
(Alber et al. 2008; Marsh et al. 2016). A similar method of
recolonisation after disturbance could be seen with
Sporobolus virginicus; however, this has not been reported
on. Sporobolus virginicus is commonly the dominant species
in salt marshes of eastern Australia, often forming dense grass
mats with a thick root zone extending up to 50 cm under the
marsh surface (R. Geiger, pers. obs.). This dominance could
further inhibit germination from the soil seed bank and the
establishment of seeds transported via other mechanisms
(e.g. wind and water).

Seedling establishment responses to flooding
and salinity

The resilience of wetland systems is dependent on the rate of
regeneration post disturbance. The development of seedlings
and the further development of the immature plant are impor-
tant stages in the regeneration niche (Grubb 1977). Although
the soil seed bank does not seem to have a significant role in
sustaining the vegetation of the study wetland, the success of
seedlings which have germinated is vital. This study found,
however, that increased flooding and salinity, likely with ris-
ing sea levels, can have a significant effect on seedling estab-
lishment and development. A general negative trend was
found between saltwater treatments and all recorded variables
in most species, demonstrating the widespread negative effect
of salinity even amongst plants that are known to have some
degree of salt tolerance (i.e. S. virginicus and C. glauca). The
most pronounced impacts of salinity were observed with re-
spect to height, with growth in most species being reduced by
salt by more than half of that observed under freshwater treat-
ments. Of the seedlings investigated in this study, M.
quinquenervia and E. tereticornis were observed to be less
tolerant of saline flooding, with seedling mortality recorded
in almost all saltwater-flooded seedlings and detrimental ef-
fects on growth and biomass recorded, even under short pulses
of saline flooding. The ongoing effect of saline water intrusion
and rising sea levels has been widely recorded for tidal fresh-
water forests of southern USA, with many authors noting
reductions in species diversity, productivity and regeneration
(Krauss et al. 2009; Anderson et al. 2013; Xijun et al. 2017).
Widespread tree mortality events and reduced seedling regen-
eration have also been recorded in US tidal freshwater forests
experiencing saltwater intrusion and rising sea levels (Doyle

et al. 2007; Anderson et al. 2013; Xijun et al. 2017), which
have resulted in a transition to tidal marsh or saltmarsh habitat
(Krauss et al. 2009; Anderson et al. 2013). A similar fate could
be predicted for coastal freshwater wetlands in Southeast
Queensland, with a reduction in regeneration capacity from
both the soil seed bank and reduced seedling survival. This
results in a vegetation community that is susceptible to local
extinction if canopy species are removed through disturbance
(e.g. cyclones, fire, long-term saline inundation).

Coastal wetlands in eastern Australia are highly valuable
for habitat provision and diversity, nutrient cycling, flood mit-
igation, storm buffering and carbon sequestration (Greenway
2001; Millennium Ecosystem Assessment 2005; Saintilan et
al. 2018). Subtropical and temperate coastal saltmarsh are
listed as vulnerable under the Environment Protection and
Biodiversity Conservation Act (EPBC 1999; Department of
Sustainability, Environment, Water, Population and
Communities 2013). The increase of saltmarsh area, predicted
here through the reduced regenerative capacity and dieback of
Casuarina,Melaleuca and Eucalypt habitats on the landward
side of the saltmarsh, is beneficial for the species which rely
on saltmarsh habitat (i.e. bats, colonial waterbirds and the
native water mouse, Xeromys myoides; Department of
Sustainability, Environment, Water, Pollution and
Communities 2013). The landward Coastal Swamp Oak
(Casuarina glauca) forest of New South Wales and SEQ are
also protected in the EPBC Act (1999), however as an endan-
gered ecological community due to the very minimal distribu-
tion both locally and nationally. The transgression of
saltmarsh into these swamp oak communities is concerning
considering the extent of urban and agricultural development
in SEQ, largely reducing the area that is suitable for swamp
oak communities, and the further landward Melaleuca and
Eucalypt wetlands, to migrate into.

Coastal squeeze is a key threat of coastal wetland commu-
nities, particularly in SEQ where urban and agricultural devel-
opment is significant. Planners of coastal environments should
consider the expansion of existing coastal protected areas to
enable the migration of wetlands and integrate modelling of
vegetation transitions into decisions-making tools (Rogers et
al. 2014a; Shoo et al. 2014). Vegetation communities of
Melaleuca and Eucalypt forested swamp should be considered
for protection under the national EPBC act 1999 and under
state ecosystem protection policies. The conversion of current
coastal agricultural/horticultural land back into vegetated wet-
land could further reduce the risk of CFW loss, providing area
for vegetation migration. The zonation and emergence re-
sponses found in this study are likely to apply to many
CFWs along the coast of Australia; however, given the range
of climatic zones within the country, and the variation in cli-
mate change predictions, it is important to further investigate
these ecosystems. The deficiency of information on small-
scale elevation change within coastal wetlands is a key
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knowledge gap realised in this study. Further investigations
should endeavour to include a measure of elevation; however,
this could be difficult given the small changes observed in
CFWs. Information on the vulnerability of CFWs to both climate
change and human development would benefit planners and
decision makers, helping to prioritise the conservation of wet-
lands. Further investigation into all aspects of CFWs within
Australia is required to facilitate this; however, priority could
be given to the investigation of processes that are known to
contribute to the resilience of a wetland system (i.e. sediment
accretion; Cahoon 2006; Fagherazzi et al. 2012; Stagg et al.
2016, and vegetative regeneration) and to the identification of
areas which may become important areas for CFW migration.
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