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Abstract
Aim: The formation of a local vegetation mosaic may be attributed to local variation 
in abiotic environmental conditions. Recent research, however, indicates that self-
facilitating organisms and negative species interactions may be a driving factor. In this 
study, we explore whether heterogeneous geohydrological conditions or vegetation 
feedbacks and interactions could be responsible for a vegetation mosaic of rich and 
poor fen species.
Location: Lake Aturtaun, Roundstone Bog, Ireland.
Methods: In a floating fen, transects were set out to analyze the relation between 
vegetation type and rock–peat distance and porewater electrical conductivity. 
Furthermore, three distinct vegetation types were studied: rich fen, poor fen and 
patches of poor fen within rich fen vegetation. Biogeochemical measurements were 
conducted in a vertical profile to distinguish abiotic conditions of distinct vegetation 
types.
Results: Geohydrological conditions may drive the distribution of poor and rich fen 
species at a larger scale in the floating fen, due to the supply of minerotrophic ground-
water. Interestingly, both rich and poor fen vegetation occurred in a mosaic, when 
electrical conductivity values at 50 cm depth were between 300 µS/cm and 450 µS/
cm. Although environmental conditions were homogeneous at 50 cm, they differed 
markedly between rich and poor fen vegetation at 10  cm depth. Specifically, our 
measurements indicate that poor fen vegetation lowered porewater alkalinity, bicar-
bonate concentrations and pH. No effects of rich fen vegetation at 10 cm depth on 
biogeochemistry was measured. However, rich fen litter had a higher mineralization 
rate than poor fen litter, which increases the influence of minerotrophic water in rich 
fen habitat.

This is an open access article under the terms of the Creative Commons Attribution License, which permits use, distribution and reproduction in any medium, 
provided the original work is properly cited. 
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1  | INTRODUC TION

Peatlands can be complex with large variations in structure and hy-
drology (Grootjans et al., 2006; Lamers et al., 2015; Rydin & Jeglum, 
2006). Globally, the occurrence and characteristics of peatlands 
are primarily driven by climate and geomorphological processes 
(Joosten & Clarke, 2002). On a regional scale, peatlands often con-
sist of large complexes that include rich fen, poor fen and bog veg-
etation (Joosten & Clarke, 2002; Rydin & Jeglum, 2006), which can 
be related to heterogeneity in environmental conditions, such as hy-
drology, acid buffering capacity and nutrient supply (Lamers et al., 
2015). Differences in environmental conditions can result in local 
vegetation mosaics within one ecosystem, resulting in distinct dom-
inating species depending on prevailing abiotic conditions (Kuhry, 
Nicholson, Gignac, Vitt, & Bayley, 1993). However, next to abiotic 
influences, biotic interactions could play an important role in the 
formation of a local patchy landscape (Eppinga, Rietkerk, Wassen, 
& De Ruiter, 2009; Rietkerk & van de Koppel, 2008), as vegetation 
mosaics have also been observed in environmentally homogeneous 
conditions. Species can on the one hand overcome adverse envi-
ronmental conditions by means of self-facilitation and on the other 
hand can even change these environmental conditions by ecosystem 
engineering.

Overcoming adverse environmental conditions by means of 
self-facilitation can play an important role when a species invades 
in an ecosystem or during succession (Callaway, 1995; Holmgren, 
Scheffer, & Huston, 1997). Many examples of this concept have 
been found in a diverse range of ecosystems with plants exposed 
to stress, such as heat or drought (Callaway, 1995). While high 
plant densities can lead to competition for nutrients, space or light 
(Stachowicz, 2001), the establishment of new conspecific seedlings 
under stressful conditions will mostly take place when plants are 
growing in high densities and facilitate their survival. For example, 
the canopy of “nurse plants” facilitates establishment of seedlings in 
dry conditions by alleviating environmental stress (Holmgren et al., 
1997). In a range of ecosystem types, such as salt marshes and sea-
grass ecosystems, negative species interactions and intraspecific 
self-facilitation processes have been identified that resulted in the 
coexistence of two dominating species (van der Heide et al., 2012; 
Van Wesenbeeck, Koppel, Herman, Bakker, & Bouma, 2007). Even 

though environmental conditions were similar, both negative species 
interactions and intraspecific self-facilitation induced bistability of 
dominating species.

Another concept that can play an important role in vegetation 
patterning is ecosystem engineering, where organisms, either de-
liberately or inadvertently, modify their physical habitat (Jones, 
Lawton, & Shachak, 1994, 1997). Paleoecological studies have 
shown that peatland ecosystems can exhibit bistability, such as in 
hummock–hollow formation over time (Eppinga, de Ruiter, Wassen, 
& Rietkerk, 2009; Moore, 1977; Walker & Walker, 1961). These 
small-scale patterns are remarkably stable and resilient to changes in 
environmental conditions (Belyea & Clymo, 2001), which is often the 
result of habitat-modifying properties of peat mosses (Nungesser, 
2003) of which a number of mechanisms have been identified (van 
Breemen, 1995). Many modeling studies describe bistability in peat-
lands (Eppinga, Rietkerk, et al., 2009; Nungesser, 2003; Rietkerk, 
Dekker, Wassen, Verkroost, & Bierkens, 2004). However, there are 
few empirical studies on this subject because of the large time scale 
of peat formation and patterning (Eppinga, de Ruiter, et al., 2009; 
Gunnarsson, Malmer, & Rydin, 2002).

In floating fens, both poor fen (e.g., certain peat mosses, Sphagnum 
spp.) and rich fen species (e.g., Schoenus nigricans, Scorpidium spp.) 
can occur. Peat mosses play an important role in ombrotrophication 
(increasing dominance of rainwater over minerotrophic water) of 
floating fens (Granath, Strengbom, & Rydin, 2010), due to their abil-
ity to create strong positive self-facilitating feedbacks, which are re-
lated to hydrological and biogeochemical factors (Bootsma, Van Den 
Broek, Barendregt, & Beltman, 2002; van Breemen, 1995). These 
feedbacks include acidification (Cusell et al., 2015; Soudzilovskaia 
et al., 2010; van den Elzen et al., 2017), low decomposition in combi-
nation with a high nutrient uptake, a high growth efficiency of peat 
mosses (Fritz, Lamers, Riaz, Berg, & Elzenga, 2014), peat accumu-
lation and retention of base-poor rainwater. In this way, conditions 
are changed beneficially for more ombrotrophic peat mosses, en-
abling the perpetuation of a dominant and stable community and the 
exclusion of other species (Clymo & Hayward, 1982; van Breemen, 
1995). Vascular plants in rich fens modify their habitat to their own 
advantage as well. Roots of rich fen species such as Schoenus nig-
ricans leak oxygen into the rhizosphere through radial oxygen loss 
(Armstrong, 1967; van Bodegom, de Kanter, Bakker, & Aerts, 2005), 
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Conclusions: These results strengthen our hypothesis that species can drive for-
mation of vegetation mosaics under environmentally homogeneous conditions in a 
floating fen. Positive intraspecific self-facilitating mechanisms and negative species 
interactions could be responsible for a stable coexistence of species, even leading to 
local ecosystem engineering by the species, explaining the local vegetation mosaic at 
the microscale level in a floating fen.
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which enhances aerobic decomposition rates (Greenwood, 1961; 
Lamers et al., 2012), increasing nutrient availability (Noble, Zenneck, 
& Randall, 1996). Furthermore, increased evapotranspiration en-
hances nutrient flow, and high productivity results in light limita-
tion for slow- and low-growing vascular plants or mosses (Berendse 
et al., 2001; Lamers, Bobbink, & Roelofs, 2000; Malmer, Albinsson, 
Svensson, & Wallén, 2003; Pouliot, Rochefort, Karofeld, & Mercier, 
2011).

In this study, we empirically explored whether heterogeneous 
geohydrological conditions or vegetation interactions could be re-
sponsible for a vegetation mosaic of rich and poor fen species in 
a floating fen. For this, we studied distinct rich and poor fen veg-
etation in a floating mire that seemed to be bistable for at least 
40 years (Figure 1; Appendix S1; Van der Maarel & Roozen, 1975; 
van Groenendael, Hochstenbach, Mansveld, & Roozen, 1975): poor 
fen vegetation dominated by Sphagnum spp. and rich fen vegetation 
dominated by Schoenus nigricans. We hypothesized that bistability of 
poor and rich fen species is caused by vegetation interactions that 
overcome environmental stress, increase their own density and ex-
clude other species. Next to self-facilitation, we also hypothesized 
that ecosystem engineering of both poor and rich fen species could 
affect the local environment and contributed to the vegetation 
mosaic.

2  | MATERIAL S AND METHODS

2.1 | Study site

Lake Aturtaun in Roundstone Bog, Connemara, Ireland 
(53°23′36.55″ N; 9°59′34.86″ W) comprises open water and a float-
ing fen (Figure 1a) located on the west shore (Figure 1b). The floating 
fen has an average annual precipitation of 1,208 mm and an aver-
age annual temperature of 9.8°C (Grootjans et al., 2016). Vegetation 
patterns were studied in the floating fen of approximately 0.2 ha in 
June 2014 and June 2018. In 2014, a vegetation map revealed two 
main vegetation types: Scorpidio-Caricetum diandrae (rich fen) and 
Erico-Sphagnetum magellanici (poor fen, Appendix S2). In these veg-
etation types, relevés were constructed using the Braun-Blanquet 
approach (van der Maarel, 2005) in plots of 1  m  ×  1  m. Rich fen 
vegetation was particularly dominant close to the landside of the 
floating fen, while poor fen vegetation dominated close to the lake. 
In between, we found a mosaic of both vegetation types, and there 
we selected patches of poor fen within rich fen vegetation. Thus, 
three distinct vegetation plots within the floating fen were studied: 
rich fen (n  =  3), poor fen (n  =  4) and patches of poor fen within rich 
fen vegetation (n = 3) (Figure 1b, Appendix S3). Measurements were 
conducted in a vertical profile, measuring within hummocks (+5 cm 
above water table) in case of poor fen vegetation, and in all plots at 
10 and 50 cm depth. In 2018, four transects consisting of 11 plots 
were set out to spatially analyze the floating fen vegetation related 
to rock–peat distance and electrical conductivity of the porewater 
at 10 and 50 cm below the water table.

2.2 | Geohydrology

Geohydrology of the floating fen was studied by determining the 
hydraulic head and electrical conductivity (EC) of the porewater 
throughout the mire, and by measuring rock depth below the peat 
surface. The calcareous rock below the peat in Roundstone Bog is 
known to enrich groundwater and surface water by dissolution of 
calcium and bicarbonate (Grootjans et al., 2016; Jenkin, Fallick, & 
Leake, 1992). In 2014, the hydraulic head was measured with pi-
ezometers that were placed evenly distributed throughout the float-
ing fen (n = 10). In 2018, EC was measured at two depths (10 and 
50 cm) across the fen in four transects, which consisted of 11 plots 
(Figure 1b), using a 2-m long EC probe calibrated with a handheld EC 
meter (Tetracon® 325, WTW electrode, pH/Cond 3,320 multimeter, 
Wissenschaftlich-Technische Werkstätten, Weilheim, Germany). The 
distance between peat surface and underlying rock layer was deter-
mined using a 4-m long PVC-tube in the same transects in 2018.

2.3 | Biogeochemistry

In each vegetation plot, pore water was sampled in a vertical profile to 
assess the potential influence of vegetation and water below the float-
ing mire on biogeochemical conditions, starting at +5 cm in the poor 
fen plots (inside Sphagnum hummocks); and at 10 and 50 cm depth in all 
plots (June 2014). Water samples were taken and filtered using vacuum 
syringes attached to teflon soil pore water samplers or ceramic cup sam-
plers via a teflon tube (Rhizon SMS; Rhizosphere Research Products; 
Eijkelkamp Agrisearch Equipment, Giesbeek, The Netherlands). The 
sample was stored at 4°C until total dissolved phosphorus concentra-
tions were measured by means of inductively coupled plasma emission 
spectrophotometry (ICP-OES; model IRIS Intrepid II XDL, Thermo Fisher 
Scientific, Waltham, MA, USA). A subsample of 10 ml, to which 0.1 ml 
65% nitric acid (HNO3) was added to keep metals dissolved, was kept 
separately. The rest of each sample, 20 ml, was stored in polyethylene 
bottles at −20°C prior to analyses. Nitrate (NO−

3
) and ammonium (NH+

4

) concentrations were measured colorimetrically with an auto analyzer 
(Auto Analyser III, Bran and Luebbe GmbH, Norderstedt, Germany) (as 
in Geurts, Smolders, Verhoeven, Roelofs, & Lamers, 2008).

Total Inorganic Carbon (TIC) concentration in peat soil pore 
water was measured using infrared gas analyses (IRGA, ABB 
Advance Optima, Frankfurt, Germany). Carbon dioxide levels in 
pore water were calculated from TIC concentrations, temperature, 
pH, and carbonic acid equilibrium constants (Ka) (Dickson & Millero, 
1987), according to the equations below (Stumm & Morgan, 1996): 

(1)
HCO3

CO2

=
Ka

10−pH

(2)HCO3=
TIC∗HCO3∕CO2

HCO3+1

(3)CO2=TIC−HCO3
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The pH and alkalinity (cf. Roelofs, 1983) were determined 
on the sampling day using a handheld meter (Multi 340i meter, 
Wissenschaftlich-Technische Werkstätten GmbH) connected to a 
pH probe (Orion 9156BNWP; Thermo Fisher Scientific).

In 2014, peat soil samples of a known volume were taken in every 
vegetation plot at approximately 10 and 50 cm depth with a half-cylin-
der chamber peat corer (50 cm long, Ø 5 cm). Subsamples were dried 
at 70°C for 48 hr to determine soil dry weight and bulk density. Bio-
available phosphorus (P) (Olsen-P extract; Olsen, 1954) was deter-
mined by incubating 3 g of dried soil in 60 ml 0.5 M sodium carbonate 
(NaHCO3) for 30 min at 105 RPM. Bio-available NH+

4
 and NO−

3
 were 

determined by incubating 17.5 g of fresh soil in 50 ml of 0.2 M sodium 
chloride (NaCl) for 120 min at 105 RPM. Next, the supernatant was 
collected under vacuum conditions with teflon porewater samplers. 
Samples were measured using ICP-OES analyses (Olsen-P) and K, NH+

4
 

and NO−

3
 were measured with the Auto Analyser III system. In 2018, 2 g 

of fresh soil of both poor fen and rich fen vegetation was placed into 
12 ml incubation vials under anaerobic conditions to estimate miner-
alization rates. After approximately 5 days (117 hr), 0.4 ml subsamples 
were taken with a 1 ml syringe to determine the carbon dioxide (CO2) 
and methane (CH4) production rate with an infrared carbon analyzer 
(IRGA; ABB Analytical). Base saturation was estimated using NaCl ex-
traction (see above). Concentrations of cations displaced by Na were 
measured by ICP (and pH measurement for H+) and used as a proxy for 
base saturation (BS) (Kleijn, Bekker, Bobbink, Graaf, & Roelofs, 2008).

2.4 | Statistical analyses

Normal distribution of the residuals and homogeneity of variance 
of the data were tested with the Shapiro–Wilk test, Q–Q plots 
and Levene's test, and when necessary data were transformed 

F I G U R E  1   (a) Location of the field site in Ireland (indicated by a red circle). (b) Schematic map of Loch Aturtaun with the floating fen 
(green) and open water (blue). Plots of the poor fen (red circles), patches of poor fen within rich fen vegetation (blue circles) and rich fen 
vegetation (black triangles) sampled in 2014. The four transects (indicated by black stars) were sampled in 2018. (c, d) Impressions of the 
distinct vegetation types with sharp dominating vegetation type borders, namely (c) poor fen vegetation (green-yellowish circle) surrounded 
by rich fen vegetation (dark green tall vegetation) and (d) large homogeneous poor fen vegetation with a sharp border of tall rich fen 
vegetation in the top-right corner (dark green tall vegetation). Pictures were taken in June 2014 by R.J.M. Temmink. Map (a) made with 
Natural Earth [Colour figure can be viewed at wileyonlinelibrary.com]

Loch Aturtaun

B

D
C

N

Transects
Rich fen
Patches of poor fen within rich fen vegetation
Poor fen
Floating fen
Lake

(a)

Ireland

A
(c)

(b)

(d)
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to authorize the use of parametric analyses. (a) Analyses of 
Variances (ANOVAs) were used to analyze biogeochemical peat 
soil heterogeneity at 50 cm depth [dependent value: pH, alkalin-
ity, bicarbonate (log-transformed), base saturation and bio-avail-
able P; factor: poor fen, poor fen within rich fen and rich fen]. 
Differences in peat soil heterogeneity between different vegeta-
tion types were determined using Tukey HSD post-hoc tests. (b) 
To determine the effect of vegetation type on soil biogeochemis-
try at 10 cm depth, ANOVAs with post-hoc test were conducted 
(dependent value: pH, alkalinity, bicarbonate and bio-available 
P, base saturation; factor: poor fen, patches of poor fen within 
rich fen and rich fen). (c) Poor fen vegetation formed new habitat 
(Sphagnum lawn at 5  cm above the water table). Therefore, we 
determined the effect of poor fen vegetation on biogeochemical 
conditions at +5, 10 and 50  cm depth. ANOVAs with post-hoc 
tests were conducted for poor fen and poor fen within rich fen 
vegetation [poor fen: dependent value: pH, alkalinity (1/x-trans-
formed), bicarbonate (log-transformed); factor: +5, 10 and 50 cm 
depth; poor fen within rich fen: dependent value: pH, alkalinity 
(log-transformed), bicarbonate (square-root-transformed); factor: 
+5, 10 and 50  cm depth]. (d) A two-sample t test was used to 
analyze the difference between CO2 production rates (1/x-trans-
formed) of the poor fen and rich fen litter. Bivariate interpolations 
were used to create heat maps of spatial EC data using the Akima 
and Fields packages (Akima, Gebhardt, Petzold, & Maechler, 
2016; Nychka, Furrer, Paige, Sain, & Nychka, 2018). All results are 
shown with their standard error of the mean (±SE) and the signifi-
cance level is at p < 0.05. The analyses were performed using R 
(version 3.5.1) statistical and programming environment (R Core 
Team, 2013).

3  | RESULTS

3.1 | Geohydrology

Distribution of poor fen and rich fen vegetation over the float-
ing fen largely coincided with rock depth and EC values measured 
at 50  cm depth. Where rich fen vegetation dominated, the rock 
layer was present at less than 1 m depth and EC values were high 
(300–600  µS/cm). Where poor fen dominated, rock proximity 
to the peat layer was more than 2.5 m, coinciding with lower EC 
values (200–450 µS/cm; Figure 2a,b). Proximity of the rock layer 
to the peat surface was significantly correlated to EC (R2 = 0.42, 
p < 0.001; Figure 2c). Nevertheless, there was considerable over-
lap between EC values and species occurrence. When EC values 
ranged between ~300 µS/cm and 450 µS/cm, both rich and poor 
fen vegetation occurred (Figure 2c, gray area). At 10  cm depth, 
conductivity was higher compared to values found at 50 cm depth, 
but there was less variability in the spatial EC pattern and the 
relationship with rock depth was less strong (Appendix S4). We 
quantified upward water seepage in the entire floating fen, with 
an average hydraulic head of 1.6 ± 0.3 cm.

3.2 | Biogeochemistry

Nutrient concentrations in the floating fen were low and we did 
not find any differences in the depth profile or between veg-
etation types. The average total dissolved phosphorus concen-
tration was 2.6  ±  0.4  µmol/L, and NH+

4
 and NO−

3
 concentrations 

were 16.9 ± 4.1 µmol/L and 10.7 ± 9.7 µmol/L, respectively. Bio-
available P was similar in the deeper soil layer (50 cm depth) for all 
vegetation types, but differed significantly in the upper soil layer 
(10 cm depth). Highest bio-available P values were measured in the 
poor fen vegetation (65 ± 13 µmol/L fresh weight [FW] soil), low-
est in rich fen vegetation (12 ± 4 µmol/L FW soil), and intermediate 
in patches of poor fen within rich fen vegetation (33 ± 20 µmol/L 
FW soil).

The pH, alkalinity, HCO−

3
 concentrations and BS were simi-

lar in deeper soil layers (at 50  cm depth), irrespective of vegeta-
tion cover (Figure 3). Average pH and alkalinity were 5.5 ± 0.1 and 
1.1  ±  0.2  mEq/L, respectively. Average bicarbonate concentration 
was 320 ± 105 µmol/L and we found a high BS of 88%–98% for all 
vegetation types. In the upper soil layer (at 10 cm depth), however, 
biogeochemical conditions strongly differed between vegetation 
types (Figure 3). The pH at 10 cm depth was lower in poor fen veg-
etation compared to rich fen vegetation (4.8 ± 0.06 and 5.5 ± 0.2, 
respectively). Patches of poor fen within rich fen vegetation did not 
differ significantly from other vegetation plots (average pH 4.9 ± 0.2). 
Alkalinity at 10 cm depth did not differ significantly between vege-
tation types (p = 0.07), but was slightly lower in poor fen vegetation 
(0.3 ± 0.05 mEq/L) compared to rich fen vegetation (0.8 ± 0.3 mEq/L). 
The HCO−

3
 concentration was significantly lower in poor fen vege-

tation than in rich fen vegetation at 10 cm depth, with averages of 
35.6 ± 9.7 µmol/L and 263.1 ± 98.0 µmol/L, respectively. Patches of 
poor fen within rich fen vegetation did not differ significantly from 
other vegetation plots with an average of 52.6 ± 20.4 µmol/L. BS was 
equally high in the upper soil layer of all vegetation types (>90%).

Biogeochemical conditions in the depth profile of rich fen veg-
etation were homogeneous, but conditions significantly differed in 
the depth profile of the poor fen vegetation and patches of poor 
fen within rich fen vegetation (Figure 3). Only BS showed equal val-
ues everywhere (>90%; Figure 3). In the poor fen vegetation, pH at 
10 cm depth did not statistically differ compared to +5 cm and to 
50 cm depth, but the pH was significantly lower at +5 cm compared 
to 50 cm depth. Alkalinity was lowest in the hummock and the upper 
soil layer and was significantly higher at 50 cm depth. HCO−

3
 concen-

trations followed the same vertical pattern, with the highest values 
at 50 cm depth (Figure 3). In patches of poor fen within rich fen veg-
etation, no significant difference in pH was found compared to both 
other types, although the same trend was observed as in the poor 
fen vegetation. Alkalinity followed the same vertical pattern as in 
the poor fen vegetation, with a significantly higher value at 10 and 
50 cm depth, compared to +5 cm. HCO−

3
 concentration significantly 

increased with depth.
Anaerobic CO2 production rates of the rich and poor fen litter 

differed significantly (Figure 4). No CH4 was detected in the samples. 



348  |    
Journal of Vegetation Science

van BERGEN et al.

The rich fen litter produced 1.8 times more CO2 compared to the 
poor fen litter (2.60 ± 0.27 vs. 1.40 ± 0.07 mmol CO2/L fresh soil/
day, respectively, t = 4.98, p < 0.01). The upper 10 cm of rich fen litter 
mainly consisted of litter and roots of Schoenus nigricans, while the 
upper 10 cm of poor fen consisted of hardly decomposed Sphagnum 
litter with Eriophorum spp. roots.

4  | DISCUSSION

Our results demonstrate that the distribution of poor and rich fen 
vegetation in this floating fen largely depends on rock proximity 
and correlated EC values. This indicates that geohydrology, by 

Ca2+ and HCO−

3
 dissolution from rock (Grootjans et al., 2016; Jenkin 

et al., 1992), combined with upward movement of water below the 
floating mire, was driving vegetation patterning at a large scale. 
This resulted in dominant rich fen vegetation close to the land-
side and dominant poor fen vegetation close to the lakeside of the 
floating fen. Rich fen vegetation was found at high EC values at 
50 cm depth (300–600 µS/cm) and poor fen vegetation at lower 
EC values (200–450 µS/cm). However, in the central zone of the 
floating fen, rich and poor fen species occurred when EC values 
in the deeper soil layer were between 300  µS/cm and 450  µS/
cm. Moreover, we observed patches of poor fen vegetation within 
rich fen vegetation (Figure 1), thus not corresponding to rock prox-
imity. The underlying biogeochemical conditions (pH, alkalinity, 

F I G U R E  2   (a) Proximity of the underlying rock layer to the peat surface (m) (transect a–d, Figure 1). (b) Electrical conductivity (EC, µS/
cm) values at 50 cm depth. (c) Relationship between EC and proximity of underlying rock layer to peat surface at 50 cm depth. The gray 
box indicates the range of EC values where both rich fen (blue squares) and poor fen vegetation (red circles) occur. The mixed vegetation 
types (PR) are not depicted in this graph. (d) EC (µS/cm) at 10 cm depth. Vegetation types are indicated at EC measurement points with 
abbreviations (R: rich fen vegetation, P: poor fen vegetation, RP: both vegetation types). Y-axis a-b-d: the distance corresponds to letters of 
the transect (A = 0 to D = 15, Figure 1) [Colour figure can be viewed at wileyonlinelibrary.com]
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HCO
−

3
 concentration and bio-available P) in the deeper soil layer 

were similar irrespective of vegetation cover. Biogeochemical 

conditions in the depth profile of rich fen vegetation were similar, 
but differed significantly in poor fen vegetation (Figure 3). This 
was the case in the poor fen vegetation near the lakeside of the 
floating fen, as well as in the patches of poor fen within rich fen 
vegetation. These results suggest that biogeochemical habitat 
modification by the vegetation is restricted to the upper soil layer, 
enabling formation of local patches of poor fen within rich fen veg-
etation. This strengthens our hypothesis that species interactions, 
self-facilitation and ecosystem engineering can drive formation of 
vegetation mosaics under environmentally homogeneous condi-
tions in a floating fen.

4.1 | Habitat modification by poor fen vegetation

Poor fen species, specifically peat mosses (Sphagnum spp.), gener-
ate positive feedbacks enabling them to create acidic, nutrient-poor, 

F I G U R E  3   (a) Porewater pH; (b) alkalinity (mEq/L); (c) bicarbonate (µmol/L); and (d) base saturation (%) at +5 (hummock), −10 and −50 cm 
in poor fen (n = 4 ± SE), patches of poor fen within rich fen vegetation (n = 3 ± SE) and rich fen (n = 3 ± SE) vegetation plots. Note that the y-
axis of the pH (a) starts at 4. Significant differences are indicated by either capitalized (between vegetation types at −10 cm), capitalized and 
underlined (between vegetation types at −10 cm), non-capitalized (depth within poor fen vegetation) or bold non-capitalized (depth within 
poor fen in rich fen vegetation) and underlined letters (depth within rich fen vegetation)

F I G U R E  4   CO2 production rates of poor fen (n = 4 ± SE) and rich 
fen (n = 4 ± SE) peat (mmol CO2/L fresh soil/day) after five days of 
anaerobic incubation with peat collected in June 2018. No CH4 was 
detected. Significance level is indicated by **<0.01
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cold and anoxic conditions. These conditions positively affect peat 
accumulation (leading to ombrotrophication) and stimulate peat moss 
dominance (van Breemen, 1995). We clearly observed acidification of 
the upper soil layer in peat moss plots in the floating fen, which has 
been observed in many studies and habitats (Clymo, 1964; Cusell et al., 
2015; Hájek & Adamec, 2009; Harpenslager, van Dijk, et al., 2015; 
Soudzilovskaia et al., 2010; van den Elzen et al., 2017). Although we 
observed upward seepage of water from below the floating mire in 
the entire floating fen (average hydraulic head of 1.6  ±  0.3  cm), to-
gether with a high base saturation in all vegetation types and soil layers 
(>90%), poor fen vegetation still had a significantly lower pH, alkalinity 
and HCO−

3
 concentration in the hummock and at 10 cm depth (Figure 3). 

Only in patches of poor fen within rich fen vegetation, no significant 
differences were found in the vertical pH profile, but they showed the 
same trend as the poor fen vegetation (Figure 3), indicating patches 
of poor fen within rich fen vegetation had more difficulties with acidi-
fying their environment. Soudzilovskaia et al. (2010) suggested that 
active release of protons by Sphagnum species was not an important 
mechanism of peat acidification during the shift from fen to bog. 
However, peat mosses in poor fens form a hummock, because they 
produce high amounts of secondary metabolites (e.g., phenolic com-
pounds), which result in slower decomposition rates compared to rich 
fen species (Clymo, 1964; Clymo & Hayward, 1982; Mettrop, Cusell, 
Kooijman, & Lamers, 2014; Verhoeven & Liefveld, 1997). We did not 
identify a significant difference in seepage of HCO−

3
-rich groundwa-

ter throughout the fen, but likely the hummock formed a groundwater 
mound that limited the supply of acid-neutralizing HCO−

3
-rich ground-

water. The slower decomposition in poor fen was indeed confirmed 
by the low CO2 production in poor fen litter, mainly consisting of peat 
moss biomass (1.40 ± 0.07 mmol CO2/L fresh soil/day). Low poor fen 
decomposition rates together with relatively high production rates re-
sult in a high net peat production leading to ombrotrophication. With 
increasing distance from buffered conditions combined with the ability 
of peat mosses to retain rainwater, the influence of nutrient-poor and 
less buffered rainwater increases, and acids produced are less easily 
neutralized (Bootsma et al., 2002; Granath et al., 2010; Soudzilovskaia 
et al., 2010; van Breemen, 1995). Nevertheless, we still found the high-
est bio-available P concentration in poor fen vegetation in the upper 
soil layer, which may be explained by either the fact that sphagnum 
lacks roots able to mobilize this P fraction or by self-facilitating feed-
backs of poor fen species that cause a buoyancy-driven upward flow of 
underlying water with an extra supply of nutrients (Adema et al., 2006; 
Rappoldt et al., 2003).

4.2 | Habitat modification by rich fen vegetation

Rich fen litter, mainly consisting of Schoenus nigricans litter, showed 
a 1.8 times higher potential CO2 production rate than poor fen lit-
ter. Additionally, we observed no biogeochemical trends in pH, alka-
linity, HCO−

3
 concentrations and BS along the vertical depth profile. 

We expect this to be caused by self-facilitating feedbacks of rich fen 
vegetation. High anaerobic decomposition rates generate alkalinity 

(Mettrop, Cusell, Kooijman, & Lamers, 2015) and mineralization 
will result in a relatively high nutrient availability. This high nutrient 
availability will stimulate the growth rate and height of the rich fen 
vegetation, making it a strong competitor (e.g., for light), specifically 
for the generally short-growing poor fen vegetation. Furthermore, 
fast decomposition rates result in a low organic matter accumulation 
rate (Bragazza, Buttler, Siegenthaler, & Mitchell, 2009; Lamers et al., 
2000; Scheffer, Van Logtestijn, & Verhoeven, 2001; Verhoeven & 
Toth, 1995) and in this way, a habitat with close proximity to base-
rich groundwater is maintained with environmental conditions fa-
voring rich fen vegetation growth (Tyler, 1979).

4.3 | Competition for light: mutual exclusion

The spatially segregated occurrence of rich and poor fen vegetation 
in dense tussocks and hummocks indicates that next to self-facilitat-
ing feedbacks, competitive strategies are preventing invasion of the 
contrasting vegetation. For example, peat mosses form acidic rain-
water lenses, which diminishes the influence of base-rich groundwa-
ter. The rich fen vegetation does not prefer these abiotic conditions 
(Tyler, 1979). It has been shown that acidic conditions decrease 
germination of rich fen vegetation, specifically Schoenus  nigricans, 
though the exact mechanism remains unclear (Boatman, 1962; Clymo 
& Hayward, 1982). Inversely, abiotic conditions that favor rich fen 
vegetation growth, such as a high pH, high alkalinity and high HCO−

3
 

concentrations (Tyler, 1979), negatively affect poor fen vegetation 
performance (Harpenslager, van den Elzen, et al., 2015; Vicherová, 
Hájek, & Hájek, 2015; Vicherová, Hájek, Šmilauer, & Hájek, 2017). 
Additionally, dense rich fen vegetation tussocks reduce light and 
water accessibility to the moss layer, thereby impeding generally 
sparsely and lower growing poor fen vegetation growth (Berendse 
et al., 2001; Lamers et al., 2000; Malmer et al., 2003; Pouliot et al., 
2011).

4.4 | Overcoming mutual exclusion

Within an EC range of ~300–450 mEq/L, patches of poor fen within 
rich fen vegetation (e.g., peat mosses) were able to survive negative 
effects from upward mineral-rich water seepage on density, as judged 
from the intermediate pH, alkalinity and bicarbonate concentra-
tion compared to the other vegetation plots (either poor or rich fen, 
Figure 3). However, no clear succession from rich fen vegetation into 
a Sphagnum-dominated bog took place in this floating fen (Appendix 
S1; this study; Van der Maarel & Roozen, 1975; van Groenendael et al., 
1975). Thus, during the last 40 years poor fen vegetation was unable 
to outcompete rich fen vegetation on the ecosystem scale, because of 
restricting geohydrological conditions (constant upward movement of 
HCO

−

3
-rich water) combined with positive vegetation feedbacks main-

taining dense rich fen vegetation tussocks. Base-rich conditions origi-
nating from the influence of calcareous groundwater in upper fen layers 
previously explained the occurrence of Schoenus nigricans in a similar 
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peatland ecosystem (Grootjans et al., 2016). The observed mosaic of 
rich and poor fen vegetation could originate from a short period of alle-
viating environmental stressors: a window of opportunity (sensu Balke, 
Herman, & Bouma, 2014), as generally poor fen vegetation is unable 
to establish in areas influenced by upwelling and inundation of HCO−

3
-

rich groundwater (Lamers, Smolders, & Roelofs, 2002; Vicherová et al., 
2015, 2017). Therefore, we expect that a period of drought resulted 
in lower groundwater levels, which temporarily alleviated stress ena-
bling establishment of poor fen vegetation inside rich fen vegetation. 
Simultaneously, reduced groundwater pressure likely lowered alkalin-
ity and bicarbonate concentrations in the porewater. During drought, 
peat mosses are less affected by HCO−

3
 toxicity, which can enable the 

poor fen vegetation to become locally dominant (Granath et al., 2010). 
After having reached a critical density and size, feedbacks created by 
the peat moss vegetation itself (acidification, rainwater retention and 
peat accumulation), further reduce the negative impact of HCO−

3
 on the 

poor fen vegetation (Cusell et al., 2015).
During drought, oxygen can penetrate the soil and potentially 

decrease the acid-neutralizing capacity and pH as a result of acid 
production by aerobic microbial redox processes (Stumm & Morgan, 
1996). Peat mosses are able to retain rain water during drought via 
the ability to store water in their hyaline cells in order to regulate 
capillary pressure that transports water from below and to reduce 
hydraulic conductivity of the peat layer, preventing lateral and ver-
tical water losses (Clymo & Hayward, 1982; Päivänen, 1973; Rydin 
& Jeglum, 2006; Schipperges & Rydin, 1998). Rich fen species are 
much more prone to drought, because they lack these mechanisms 

(Bakker, van Bodegom, Nelissen, Aerts, & Ernst, 2007; Mettrop et al., 
2015), which gives them a competitive disadvantage in periods with 
reduced groundwater pressure.

4.5 | Conceptual model

Here, based on empirical data, we present a conceptual model for 
a window of opportunity due to a short period of drought for the 
rise of a stable vegetation mosaic of rich and poor fen vegetation. 
When peat mosses are well-established, they are able to overcome 
HCO

−

3
 stress by means of density-dependent feedbacks, including 

acidification and the formation of hummocks that retain poorly buff-
ered rainwater (Granath et al., 2010; Hájková et al., 2012). Similarly, 
this situation would occur when HCO−

3
-rich groundwater pressure 

increases again after a period of drought that temporarily allevi-
ated stress for peat mosses so their density could increase. At the 
same time, when HCO−

3
-rich groundwater pressure increases, rich fen 

vegetation gains a competitive advantage and the ability to outcom-
pete poor fen vegetation (Granath et al., 2010; Hájková et al., 2012). 
Succession from rich to poor fen species likely stagnates and instead 
of reaching a climax stage of succession, a vegetation mosaic could 
emerge in the floating fen (Figure 5). We expect that as conditions 
remain within certain boundaries (e.g., EC values of ~300–450 mEq/L 
in the deeper soil layer), coexistence of poor and rich fen vegetation is 
possible and maintained due to self-facilitating feedbacks and mutual 

F I G U R E  5   Conceptual model of a floating fen showing the development of a rich fen vegetation-dominated state (1: left situation) 
towards a stable mosaic of rich and poor fen vegetation (2 and 3: right situation). During drought as a window of opportunity (WoO), the 
influence of HCO−

3
-rich groundwater is reduced (from dashed to dotted line) and poor fen vegetation colonizes the floating fen (2). When 

poor fen vegetation density increases, self-facilitating feedbacks cause ombrotrophication and poor fen vegetation is able to overcome 
HCO

−

3
 stress when groundwater pressure increases (red arrow). Simultaneously, when groundwater pressure is high again, rich fen 

vegetation (3) is able to outcompete poor fen vegetation again with self-facilitating feedbacks such as fast decomposition, resulting in close 
proximity to HCO−

3
-rich groundwater (brown arrow). A stable system arises due to intraspecific self-facilitating feedbacks and negative 

species interactions as explained [Colour figure can be viewed at wileyonlinelibrary.com]
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exclusion. Currently, causal relationships are lacking and further ex-
periments should focus on elucidating this mechanism.

4.6 | Conclusion

Our findings strengthen our hypothesis that multiple vegetation feed-
backs, leading to engineered environmental conditions in the upper 
soil layer, combined with stochastic events, are likely responsible for 
the vegetation patchiness of characteristic rich and poor fen vegeta-
tion in the floating fen. This occurred on a local scale with homoge-
neous EC values, of 300–450  µS/cm in the deeper soil layer, and 
the vegetation mosaic is thus not only driven by abiotic conditions, 
in contrast to large-scale patterns driven by geohydrological condi-
tions. Positive feedbacks are known to play a key role in ecosystem 
organization (DeAngelis & Post, 1991) and with additional negative 
species interactions this leads to mutual exclusion and spatially segre-
gated coexistence, as has been shown for other ecosystems, such as 
salt marshes and seagrass ecosystems (van der Heide et al., 2012; Van 
Wesenbeeck et al., 2007). Other studies of fen ecosystems previously 
showed that differences in environmental conditions were related to 
vegetation mosaics at a microscale (Hájek, Hekera, & Hájková, 2002). 
Here, we provide a possible explanation for the mosaic of poor and 
rich fen species in a floating fen based on empirical data. Interestingly, 
self-facilitation of species not only helps them to cope with environ-
mental stress, but also engineers their direct environment (upper soil 
layer) and likely results in a stable coexistence. We expect this princi-
ple to play an important role in the resilience of fen ecosystems and 
therefore further research should elucidate the mechanism underlying 
vegetation mosaics in similar environmental conditions.

ACKNOWLEDG EMENTS
The authors thank Vera van Berlo for supporting practical work, 
Emiel Brouwer for help with determining moss species, and Sebastian 
Krosse and Roy Peters for helping with chemical analyses. We report 
no conflict of interest.

AUTHOR CONTRIBUTIONS
JR, AG, TH and LL initiated the project; TB, RT, LT, WB, KR, AD, AW 
conducted the fieldwork and data analyses. LL, TH, TB and RT de-
veloped the conceptual framework. TB and RT did the majority of 
manuscript writing and all authors contributed to improved versions 
of the manuscript.

DATA AVAIL ABILIT Y S TATEMENT
Data are available via the Data Archiving and Networked Services 
(DANS) EASY https​://doi.org/10.17026/​dans-xx9-gzz5 (Van Bergen 
et al., 2019).

ORCID
Tamara J. H. M. van Bergen   https://orcid.
org/0000-0002-5840-0977 
Ralph J. M. Temmink   https://orcid.org/0000-0001-9467-9875 

R E FE R E N C E S
Adema, E., Baaijens, G., van Belle, J., Rappoldt, C., Grootjans, A., & 

Smolders, A. (2006). Field evidence for buoyancy-driven water flow 
in a Sphagnum dominated peat bog. Journal of Hydrology, 327, 226–
234. https​://doi.org/10.1016/j.jhydr​ol.2005.11.019

Akima, H., Gebhardt, A., Petzold, T., & Maechler, M. (2016). Package 
‘akima’.

Armstrong, W. (1967). The use of polarography in the assay of oxygen 
diffusing from roots in anaerobic media. Physiologia Plantarum, 20, 
540–553. https​://doi.org/10.1111/j.1399-3054.1967.tb071​95.x

Bakker, C., van Bodegom, P. M., Nelissen, H. J. M., Aerts, R., & Ernst, 
W. H. O. (2007). Preference of wet dune species for waterlogged 
conditions can be explained by adaptations and specific recruitment 
requirements. Aquatic Botany, 86, 37–45. https​://doi.org/10.1016/j.
aquab​ot.2006.08.005

Balke, T., Herman, P. M., & Bouma, T. J. (2014). Critical transitions in dis-
turbance-driven ecosystems: Identifying Windows of Opportunity 
for recovery. Journal of Ecology, 102, 700–708. https​://doi.
org/10.1111/1365-2745.12241​

Belyea, L. R., & Clymo, R. (2001). Feedback control of the rate of 
peat formation. Proceedings of the Royal Society of London. Series 
B: Biological Sciences, 268, 1315–1321. https​://doi.org/10.1098/
rspb.2001.1665

Berendse, F., Van Breemen, N., Rydin, H. A., Buttler, A., Heijmans, M., 
Hoosbeek, M. R., … Wallen, B. O. (2001). Raised atmospheric CO2 
levels and increased N deposition cause shifts in plant species com-
position and production in Sphagnum bogs. Global Change Biology, 7, 
591–598. https​://doi.org/10.1046/j.1365-2486.2001.00433.x

Boatman, D. J. (1962). The growth of Schoenus nigricans on blan-
ket bog peats: I. The Response to pH and the level of potassium 
and magnesium. Journal of Ecology, 50, 823–832. https​://doi.
org/10.2307/2257485

Bootsma, M., Van den Broek, T., Barendregt, A., & Beltman, B. (2002). 
Rehabilitation of acidified floating fens by addition of buff-
ered surface water. Restoration Ecology, 10, 112–121. https​://doi.
org/10.1046/j.1526-100X.2002.10112.x

Bragazza, L., Buttler, A., Siegenthaler, A., & Mitchell, E. A. D. (2009). Plant 
litter decomposition and nutrient release in peatlands. In A. J. Baird, 
X. Comas, L. D. Slater, L. R. Belyea, & A. S. Reeve (Eds.) Carbon cy-
cling in northern peatlands (pp. 99–110). Washington, DC: American 
Geophysical Union.

Callaway, R. M. (1995). Positive interactions among plants. The Botanical 
Review, 61, 306–349. https​://doi.org/10.1007/BF029​12621​

Clymo, R. S. (1964). The origin of acidity in Sphagnum bogs. 
The Bryologist, 67, 427–431. https​://doi.org/10.1639/0007-
2745(1964)67[427:TOOAI​S]2.0.CO;2

Clymo, R., & Hayward, P. (1982). The ecology of Sphagnum. In A. J. E. 
Smith (Ed.), Bryophyte ecology (pp. 229–289). Berlin, Germany: 
Springer.

Cusell, C., Mettrop, I. S., Loon, E. E. V., Lamers, L. P. M., Vorenhout, M., & 
Kooijman, A. M. (2015). Impacts of short-term droughts and inunda-
tions in species-rich fens during summer and winter: Large-scale field 
manipulation experiments. Ecological Engineering, 77, 127–138. https​
://doi.org/10.1016/j.ecole​ng.2015.01.025

DeAngelis, D., & Post, W. (1991). Positive feedback and ecosystem or-
ganization. In M. Higashi, & T. P. Burns (Eds.), Theoretical studies of 
ecosystems (pp. 155–178). Cambridge, UK: Cambridge University 
Press.

Dickson, A., & Millero, F. (1987). A comparison of the equilibrium 
constants for the dissociation of carbonic acid in seawater media. 
Deep Sea Research Part B. Oceanographic Literature Review, 34, 
1733–1743.

Eppinga, M. B., De Ruiter, P. C., Wassen, M. J., & Rietkerk, M. (2009). 
Nutrients and hydrology indicate the driving mechanisms of peatland 

https://doi.org/10.17026/dans-xx9-gzz5
https://orcid.org/0000-0002-5840-0977
https://orcid.org/0000-0002-5840-0977
https://orcid.org/0000-0002-5840-0977
https://orcid.org/0000-0001-9467-9875
https://orcid.org/0000-0001-9467-9875
https://doi.org/10.1016/j.jhydrol.2005.11.019
https://doi.org/10.1111/j.1399-3054.1967.tb07195.x
https://doi.org/10.1016/j.aquabot.2006.08.005
https://doi.org/10.1016/j.aquabot.2006.08.005
https://doi.org/10.1111/1365-2745.12241
https://doi.org/10.1111/1365-2745.12241
https://doi.org/10.1098/rspb.2001.1665
https://doi.org/10.1098/rspb.2001.1665
https://doi.org/10.1046/j.1365-2486.2001.00433.x
https://doi.org/10.2307/2257485
https://doi.org/10.2307/2257485
https://doi.org/10.1046/j.1526-100X.2002.10112.x
https://doi.org/10.1046/j.1526-100X.2002.10112.x
https://doi.org/10.1007/BF02912621
https://doi.org/10.1639/0007-2745(1964)67%5B427:TOOAIS%5D2.0.CO;2
https://doi.org/10.1639/0007-2745(1964)67%5B427:TOOAIS%5D2.0.CO;2
https://doi.org/10.1016/j.ecoleng.2015.01.025
https://doi.org/10.1016/j.ecoleng.2015.01.025


     |  353
Journal of Vegetation Science

van BERGEN et al.

surface patterning. The American Naturalist, 173, 803–818. https​://
doi.org/10.1086/598487

Eppinga, M. B., Rietkerk, M., Wassen, M. J., & De Ruiter, P. C. (2009). 
Linking habitat modification to catastrophic shifts and vegetation 
patterns in bogs. Plant Ecology, 200, 53–68. https​://doi.org/10.1007/
s11258-007-9309-6

Fritz, C., Lamers, L. P. M., Riaz, M., van den Berg, L. J. L., & Elzenga, T. J. 
T. M. (2014). Sphagnum mosses – Masters of efficient N-uptake while 
avoiding intoxication. PLoS ONE, 9, e79991. https​://doi.org/10.1371/
journ​al.pone.0079991

Geurts, J. J., Smolders, A. J., Verhoeven, J. T., Roelofs, J. G., & Lamers, 
L. P. (2008). Sediment Fe: PO4 ratio as a diagnostic and prog-
nostic tool for the restoration of macrophyte biodiversity in 
fen waters. Freshwater Biology, 53, 2101–2116. https​://doi.
org/10.1111/j.1365-2427.2008.02038.x

Granath, G., Strengbom, J., & Rydin, H. (2010). Rapid ecosystem shifts 
in peatlands: Linking plant physiology and succession. Ecology, 91, 
3047–3056. https​://doi.org/10.1890/09-2267.1

Greenwood, D. J. (1961). The effect of oxygen concentration on the de-
composition of organic materials in soil. Plant and Soil, 14, 360–376. 
https​://doi.org/10.1007/bf016​66294​

Grootjans, A. P., Adema, E. B., Bleuten, W., Joosten, H., Madaras, M., 
& Janakova, M. (2006). Hydrological landscape settings of base-rich 
fen mires and fen meadows: An overview. Applied Vegetation Science, 
9, 175–184. https​://doi.org/10.1111/j.1654-109X.2006.tb006​66.x

Grootjans, A. P., Hensgens, G., Hogenboom, R., Aarts, B., Manschot, 
J., & Roelofs, J. G. M. (2016). Ecohydrological analysis of a ground-
water influenced blanket bog: Occurrence of Schoenus nigricans in 
Roundstone Bog, Connemara, Ireland. Mires Peat, 18, 1–13. https​://
doi.org/10.19189/​MaP.2015.OMB.177

Gunnarsson, U., Malmer, N., & Rydin, H. (2002). Dynamics or constancy in 
Sphagnum dominated mire ecosystems? A 40-year study. Ecography, 
25, 685–704. https​://doi.org/10.1034/j.1600-0587.2002.250605.x

Hájek, M., Hekera, P., & Hájková, P. (2002). Spring fen vegetation and 
water chemistry in the Western Carpathian flysch zone. Folia 
Geobotanica, 37, 205–224. https​://doi.org/10.1007/BF028​04232​

Hájek, T., & Adamec, L. (2009). Mineral nutrient economy in competing 
species of Sphagnum mosses. Ecological Research, 24, 291–302. https​
://doi.org/10.1007/s11284-008-0506-0

Hájková, P., Grootjans, A., Lamentowicz, M., Rybníčková, E., Madaras, M., 
Opravilová, V., … Wołejko, L. (2012). How a Sphagnum fuscum-dom-
inated bog changed into a calcareous fen: The unique Holocene his-
tory of a Slovak spring-fed mire. Journal of Quaternary Science, 27, 
233–243. https​://doi.org/10.1002/jqs.1534

Harpenslager, S. F., van den Elzen, E., Kox, M. A. R., Smolders, A. J. P., 
Ettwig, K. F., & Lamers, L. P. M. (2015). Rewetting former agricultural 
peatlands: Topsoil removal as a prerequisite to avoid strong nutrient 
and greenhouse gas emissions. Ecological Engineering, 84, 159–168. 
https​://doi.org/10.1016/j.ecole​ng.2015.08.002

Harpenslager, S. F., van Dijk, G., Kosten, S., Roelofs, J. G. M., Smolders, A. 
J. P., & Lamers, L. P. M. (2015). Simultaneous high C fixation and high 
C emissions in Sphagnum mires. Biogeosciences, 12, 4739–4749. https​
://doi.org/10.5194/bg-12-4739-2015

Holmgren, M., Scheffer, M., & Huston, M. A. (1997). The interplay of fa-
cilitation and competition in plant communities. Ecology, 78, 1966–
1975. https​://doi.org/10.1890/0012-9658(1997)078[1966:TIOFA​
C]2.0.CO;2

Jenkin, G., Fallick, A., & Leake, B. (1992). A stable isotope study of 
retrograde alteration in SW Connemara, Ireland. Contributions to 
Mineralogy and Petrology, 110, 269–288. https​://doi.org/10.1007/
BF003​10743​

Jones, C. G., Lawton, J. H., & Shachak, M. (1994). Organisms as ecosystem 
engineers. Oikos, 69, 373–386. https​://doi.org/10.2307/3545850

Jones, C. G., Lawton, J. H., & Shachak, M. (1997). Positive and negative 
effects of organisms as physical ecosystem engineers. Ecology, 78, 

1946–1957. https​://doi.org/10.1890/0012-9658(1997)078[194
6:PANEO​O]2.0.CO;2

Joosten, H., & Clarke, D. (2002). Wise use of mires and peatlands – 
Background and principles including a framework for decision-mak-
ing. International Mire Conservation Group and International Peat 
Society.

Kleijn, D., Bekker, R. M., Bobbink, R., De Graaf, M. C., & Roelofs, J. G. 
(2008). In search for key biogeochemical factors affecting plant spe-
cies persistence in heathland and acidic grasslands: A comparison of 
common and rare species. Journal of Applied Ecology, 45, 680–687. 
https​://doi.org/10.1111/j.1365-2664.2007.01444.x

Kuhry, P., Nicholson, B. J., Gignac, L. D., Vitt, D. H., & Bayley, S. E. (1993). 
Development of Sphagnum-dominated peatlands in boreal continen-
tal Canada. Journal of Botany, 71, 10–22. https​://doi.org/10.1139/
b93-002

Lamers, L. P. M., Bobbink, R., & Roelofs, J. G. M. (2000). Natural nitrogen 
filter fails in polluted raised bogs. Global Change Biology, 6, 583–586. 
https​://doi.org/10.1046/j.1365-2486.2000.00342.x

Lamers, L. P. M., Smolders, A. J. P., & Roelofs, J. G. M. (2002). The resto-
ration of fens in the Netherlands. Hydrobiologia, 478, 107–130. https​
://doi.org/10.1023/a:10210​22529475

Lamers, L. P., Van Diggelen, J. M., Op Den Camp, H. J., Visser, E. J., 
Lucassen, E. C., Vile, M. A., … Roelofs, J. G. (2012). Microbial trans-
formations of nitrogen, sulfur, and iron dictate vegetation composi-
tion in wetlands: A review. Frontiers in Microbiology, 3, 156. https​://
doi.org/10.3389/fmicb.2012.00156​

Lamers, L. P. M., Vile, M. A., Grootjans, A. P., Acreman, M. C., van Diggelen, 
R., Evans, M. G., … Smolders, A. J. P. (2015). Ecological restoration of 
rich fens in Europe and North America: From trial and error to an 
evidence-based approach. Biological Reviews, 90, 182–203. https​://
doi.org/10.1111/brv.12102​

Malmer, N., Albinsson, C., Svensson, B. M., & Wallén, B. (2003). 
Interferences between Sphagnum and vascular plants: Effects on 
plant community structure and peat formation. Oikos, 100, 469–482. 
https​://doi.org/10.1034/j.1600-0706.2003.12170.x

Mettrop, I. S., Cusell, C., Kooijman, A. M., & Lamers, L. P. (2014). Nutrient 
and carbon dynamics in peat from rich fens and Sphagnum-fens 
during different gradations of drought. Soil Biology & Biochemistry, 
68, 317–328. https​://doi.org/10.1016/j.soilb​io.2013.10.023

Mettrop, I. S., Cusell, C., Kooijman, A. M., & Lamers, L. P. M. (2015). 
Short-term summer inundation as a measure to counteract acidifica-
tion in rich fens. PLoS ONE, 10, e0144006. https​://doi.org/10.1371/
journ​al.pone.0144006

Moore, P. (1977). Stratigraphy and pollen analysis of Claish Moss, north-
west Scotland: Significance for the origin of surface-pools and forest 
history. The Journal of Ecology, 65, 375–397.

Noble, A., Zenneck, I., & Randall, P. (1996). Leaf litter ash alkalinity and 
neutralisation of soil acidity. Plant and Soil, 179, 293–302. https​://doi.
org/10.1007/BF000​09340​

Nungesser, M. K. (2003). Modelling microtopography in boreal peat-
lands: Hummocks and hollows. Ecological Modelling, 165, 175–207. 
https​://doi.org/10.1016/S0304-3800(03)00067-X

Nychka, D., Furrer, R., Paige, J., Sain, S., & Nychka, M. D. (2018). Package 
‘fields’.

Olsen, S. R. (1954). Estimation of available phosphorus in soils by extraction 
with sodium bicarbonate. Washington, DC: US Government Print 
Office.

Päivänen, J. (1973). Hydraulic conductivity and water retention in peat 
soils. Acta Forestalia Fennica, 129, 75673.

Pouliot, R., Rochefort, L., Karofeld, E., & Mercier, C. (2011). Initiation 
of Sphagnum moss hummocks in bogs and the presence of vascu-
lar plants: Is there a link? Acta Oecologica, 37, 346–354. https​://doi.
org/10.1016/j.actao.2011.04.001

R Core Team (2013). R: A language and environment for statistical comput-
ing. Vienna, Austria: R Foundation for Statistical Computing.

https://doi.org/10.1086/598487
https://doi.org/10.1086/598487
https://doi.org/10.1007/s11258-007-9309-6
https://doi.org/10.1007/s11258-007-9309-6
https://doi.org/10.1371/journal.pone.0079991
https://doi.org/10.1371/journal.pone.0079991
https://doi.org/10.1111/j.1365-2427.2008.02038.x
https://doi.org/10.1111/j.1365-2427.2008.02038.x
https://doi.org/10.1890/09-2267.1
https://doi.org/10.1007/bf01666294
https://doi.org/10.1111/j.1654-109X.2006.tb00666.x
https://doi.org/10.19189/MaP.2015.OMB.177
https://doi.org/10.19189/MaP.2015.OMB.177
https://doi.org/10.1034/j.1600-0587.2002.250605.x
https://doi.org/10.1007/BF02804232
https://doi.org/10.1007/s11284-008-0506-0
https://doi.org/10.1007/s11284-008-0506-0
https://doi.org/10.1002/jqs.1534
https://doi.org/10.1016/j.ecoleng.2015.08.002
https://doi.org/10.5194/bg-12-4739-2015
https://doi.org/10.5194/bg-12-4739-2015
https://doi.org/10.1890/0012-9658(1997)078%5B1966:TIOFAC%5D2.0.CO;2
https://doi.org/10.1890/0012-9658(1997)078%5B1966:TIOFAC%5D2.0.CO;2
https://doi.org/10.1007/BF00310743
https://doi.org/10.1007/BF00310743
https://doi.org/10.2307/3545850
https://doi.org/10.1890/0012-9658(1997)078%5B1946:PANEOO%5D2.0.CO;2
https://doi.org/10.1890/0012-9658(1997)078%5B1946:PANEOO%5D2.0.CO;2
https://doi.org/10.1111/j.1365-2664.2007.01444.x
https://doi.org/10.1139/b93-002
https://doi.org/10.1139/b93-002
https://doi.org/10.1046/j.1365-2486.2000.00342.x
https://doi.org/10.1023/a:1021022529475
https://doi.org/10.1023/a:1021022529475
https://doi.org/10.3389/fmicb.2012.00156
https://doi.org/10.3389/fmicb.2012.00156
https://doi.org/10.1111/brv.12102
https://doi.org/10.1111/brv.12102
https://doi.org/10.1034/j.1600-0706.2003.12170.x
https://doi.org/10.1016/j.soilbio.2013.10.023
https://doi.org/10.1371/journal.pone.0144006
https://doi.org/10.1371/journal.pone.0144006
https://doi.org/10.1007/BF00009340
https://doi.org/10.1007/BF00009340
https://doi.org/10.1016/S0304-3800(03)00067-X
https://doi.org/10.1016/j.actao.2011.04.001
https://doi.org/10.1016/j.actao.2011.04.001


354  |    
Journal of Vegetation Science

van BERGEN et al.

Rappoldt, C., Pieters, G.-J.-J., Adema, E. B., Baaijens, G. J., Grootjans, A. 
P., & van Duijn, C. J. (2003). Buoyancy-driven flow in a peat moss 
layer as a mechanism for solute transport. Proceedings of the National 
Academy of Sciences of the United States of America, 100, 14937–
14942. https​://doi.org/10.1073p​nas.19361​22100​

Rietkerk, M., Dekker, S., Wassen, M., Verkroost, A., & Bierkens, M. 
(2004). A putative mechanism for bog patterning. The American 
Naturalist, 163, 699–708. https​://doi.org/10.1086/383065

Rietkerk, M., & van de Koppel, J. (2008). Regular pattern formation in real 
ecosystems. Trends in Ecology and Evolution, 23, 169–175. https​://doi.
org/10.1016/j.tree.2007.10.013

Roelofs, J. G. M. (1983). Impact of acidification and eutrophication 
on macrophyte communities in soft waters in the Netherlands. 
I. Field observations. Aquatic Botany, 17, 139–155. https​://doi.
org/10.1016/0304-3770(83)90110-9

Rydin, H., & Jeglum, J. (2006). The biology of peatlands (p. 360). Oxford, 
UK: Oxford University Press.

Scheffer, R. A., Van Logtestijn, R. S. P., & Verhoeven, J. T. A. (2001). 
Decomposition of Carex and Sphagnum litter in two mesotrophic 
fens differing in dominant plant species. Oikos, 92, 44–54. https​://
doi.org/10.1034/j.1600-0706.2001.920106.x

Schipperges, B., & Rydin, H. (1998). Response of photosynthesis of 
Sphagnum species from contrasting microhabitats to tissue water 
content and repeated desiccation. New Phytologist, 140, 677–684. 
https​://doi.org/10.1046/j.1469-8137.1998.00311.x

Soudzilovskaia, N. A., Cornelissen, J. H. C., During, H. J., van Logtestijn, 
R. S. P., Lang, S. I., & Aerts, R. (2010). Similar cation exchange ca-
pacities among bryophyte species refute a presumed mechanism 
of peatland acidification. Ecology, 91, 2716–2726. https​://doi.
org/10.1890/09-2095.1

Stachowicz, J. J. (2001). Mutualism, Facilitation, and the Structure of 
Ecological Communities: Positive interactions play a critical, but un-
derappreciated, role in ecological communities by reducing physical 
or biotic stresses in existing habitats and by creating new habitats on 
which many species depend. BioScience, 51, 235–246.

Stumm, W., & Morgan, J. (1996). Aquatic chemistry, chemical equilibra and 
rates in natural waters (3rd ed.). New York, NY: John Wiley & Sons Inc.

Tyler, C. (1979). Schoenus vegetation and environmental conditions in 
South and Southeast Sweden. Vegetatio, 41, 155–170. https​://doi.
org/10.1007/BF000​52444​

Van Bergen, T. J. H. M., Temmink, R. J. M., van Tweel-Groot, L., Bakker, 
W. J., Rehlmeyer, K., Koks, A. H. W. … Lamers, L. P. M. (2019). 
Data from: Self-facilitation and negative species interactions could 
drive microscale vegetation mosaic in a floating fen. Data Archiving 
and Networked Services (DANS) EASY. https​://doi.org/10.17026/​
dans-xx9-gzz5

Bodegom, P. M. V., Kanter, M. D., & Aerts, C. B. R. (2005). Radial oxygen 
loss, a plastic property of dune slack plant species. Plant and Soil, 271, 
351–364. https​://doi.org/10.1007/s11104-004-3506-z

Van Breemen, N. (1995). How Sphagnum bogs down other plants. 
Trends in Ecology and Evolution, 10, 270–275. https​://doi.
org/10.1016/0169-5347(95)90007-1

Van den Elzen, E., Kox, M. A. R., Harpenslager, S. F., Hensgens, G., 
Fritz, C., Jetten, M. S. M., … Lamers, L. P. M. (2017). Symbiosis re-
visited: Phosphorus and acid buffering stimulate N2 fixation but 
not Sphagnum growth. Biogeosciences, 14, 1111–1122. https​://doi.
org/10.5194/bg-14-1111-2017

van der Heide, T., Eklöf, J. S., van Nes, E. H., van der Zee, E. M., Donadi, 
S., Weerman, E. J., … Eriksson, B. K. (2012). Ecosystem engineer-
ing by seagrasses interacts with grazing to shape an intertidal 

landscape. PLoS ONE, 7, e42060. https​://doi.org/10.1371/journ​
al.pone.0042060

van der Maarel, E. (2005). Vegetation ecology – An overview. In E. van 
der Maarel & A. J. M. Roozen (Eds.), Vegetation ecology (pp. 1–51). 
Oxford, UK: Wiley-Blackwell.

Van der Maarel, E., & Roozen, A. J. M. (1975). Ierland 1969 en 1975. 
In Excursie verslagen van het Botanisch Laboratorium der Katholieke 
Universiteit Nijmegen, 24, Nijmegen.

Van Groenendael, J. M., Hochstenbach, S. M. H., van Mansveld, M. J. M., 
& Roozen, A. J. M. (1975). The influence of the sea and of parent mate-
rial of wetlands and blanket bog in West-Connemara, Ireland. Catholic 
University Nijmegen.

Van Wesenbeeck, B. K., Van De Koppel, J., Herman, P. M. J., Bakker, J. 
P., & Bouma, T. J. (2007). Biomechanical warfare in ecology; negative 
interactions between species by habitat modification. Oikos, 116, 
742–750. https​://doi.org/10.1111/j.0030-1299.2007.15485.x

Verhoeven, J. T. A., & Liefveld, W. X. (1997). The ecological significance of 
organochemical compounds in Sphagnum. Acta Botanica Neerlandica, 
46, 117–130.

Verhoeven, J. T. A., & Toth, E. (1995). Decomposition of Carex and 
Sphagnum litter in fens: Effect of litter quality and inhibition by living 
tissue homogenates. Soil Biology and Biochemistry, 27, 271–275. https​
://doi.org/10.1016/0038-0717(94)00183-2

Vicherová, E., Hájek, M., & Hájek, T. (2015). Calcium intolerance of 
fen mosses: Physiological evidence, effects of nutrient avail-
ability and successional drivers. Perspectives in Plant Ecology, 
Evolution and Systematics, 17, 347–359. https​://doi.org/10.1016/j.
ppees.2015.06.005

Vicherová, E., Hájek, M., Šmilauer, P., & Hájek, T. (2017). Sphagnum es-
tablishment in alkaline fens: Importance of weather and water chem-
istry. Science of the Total Environment, 580, 1429–1438. https​://doi.
org/10.1016/j.scito​tenv.2016.12.109

Walker, D., & Walker, P. (1961). Stratigraphic evidence of regenera-
tion in some Irish bogs. Journal of Ecology, 49, 169–185. https​://doi.
org/10.2307/2257432

SUPPORTING INFORMATION
Additional supporting information may be found online in the 
Supporting Information section.

Appendix S1. Vegetation maps of lake Aturtaun of 1975 and 2014
Appendix S2. Braun-Blanquet relevés of vegetation plots of 2014
Appendix S3. Coordinates of the plots in Loch Aturtaun
Appendix S4. Relationship between electric conductivity at 10 cm 
depth

How to cite this article: van Bergen TJHM, Temmink RJM, van 
Tweel-Groot L, et al. Self-facilitation and negative species 
interactions could drive microscale vegetation mosaic in a 
floating fen. J Veg Sci. 2020;31:343–354. https​://doi.
org/10.1111/jvs.12851​

https://doi.org/10.1073pnas.1936122100
https://doi.org/10.1086/383065
https://doi.org/10.1016/j.tree.2007.10.013
https://doi.org/10.1016/j.tree.2007.10.013
https://doi.org/10.1016/0304-3770(83)90110-9
https://doi.org/10.1016/0304-3770(83)90110-9
https://doi.org/10.1034/j.1600-0706.2001.920106.x
https://doi.org/10.1034/j.1600-0706.2001.920106.x
https://doi.org/10.1046/j.1469-8137.1998.00311.x
https://doi.org/10.1890/09-2095.1
https://doi.org/10.1890/09-2095.1
https://doi.org/10.1007/BF00052444
https://doi.org/10.1007/BF00052444
https://doi.org/10.17026/dans-xx9-gzz5
https://doi.org/10.17026/dans-xx9-gzz5
https://doi.org/10.1007/s11104-004-3506-z
https://doi.org/10.1016/0169-5347(95)90007-1
https://doi.org/10.1016/0169-5347(95)90007-1
https://doi.org/10.5194/bg-14-1111-2017
https://doi.org/10.5194/bg-14-1111-2017
https://doi.org/10.1371/journal.pone.0042060
https://doi.org/10.1371/journal.pone.0042060
https://doi.org/10.1111/j.0030-1299.2007.15485.x
https://doi.org/10.1016/0038-0717(94)00183-2
https://doi.org/10.1016/0038-0717(94)00183-2
https://doi.org/10.1016/j.ppees.2015.06.005
https://doi.org/10.1016/j.ppees.2015.06.005
https://doi.org/10.1016/j.scitotenv.2016.12.109
https://doi.org/10.1016/j.scitotenv.2016.12.109
https://doi.org/10.2307/2257432
https://doi.org/10.2307/2257432
https://doi.org/10.1111/jvs.12851
https://doi.org/10.1111/jvs.12851

