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Abstract

Aims
After abandonment of grasslands, secondary succession leads to the 
invasion by woody species. This process begins with the accumu-
lation of tree litter in the forest–grassland ecotone. Our objectives 
were to determine the relationships between litter amounts and 
vegetation composition and cover along natural forest–grassland 
ecotones and to experimentally study the initial effects of tree litter 
accumulation on grassland vegetation and on microsite conditions.

Methods
We established 11 transects varying from 12 to 15 m in length in dif-
ferent forest–grassland ecotones in the Lahn-Dill highlands, Germany, 
and measured the mass and cover of tree litter and the cover and 
composition of vegetation at five sequential positions along each 
transect by using 1 m2 plots with five replications. In a field experi-
ment, we established plots subjected to different litter amounts (0, 
200 and 600 g m−2) and evaluated changes in grassland vegetation, 
soil temperature and soil nutrient availability below the litter layer.

Important Findings
Tree litter amounts decrease from 650 to 65 g m−2 across the for-
est–grassland ecotone. Vegetation changed from shrubs and annual 

species (adapted to more stressful conditions) in the forests edge 
to grasses, rosettes and hemirosette species (with higher competi-
tive abilities) in the grassland. These anthropogenic forest–grassland 
ecotones showed abrupt edges, and the two adjacent ecosystems 
were characterized by different species pools and functional groups. 
In the field experiment, the presence of a litter layer reduced vegeta-
tion biomass and cover; the species richness was only reduced in 
the treatment with high litter (600 g m−2). Additionally, adding litter 
on top of vegetation also reduced thermal amplitude and the num-
ber of frost days, while increasing the availability of some nutrients, 
such as nitrogen and aluminium, the latter being an indicator of 
soil acidification. Adding a tree litter layer of 600 g m−2 in grassland 
areas had strong effects on the composition and diversity of grass-
land vegetation by reducing the cover of several key grassland spe-
cies. In, or near, forest edges, litter accumulation rapidly changes 
established vegetation, microsite conditions and soil nutrients.

Keywords: forest edge, land abandonment, land use change, litter, 
oak (Quercus robur), semi-natural grassland, tree invasion
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InTRODucTIOn
Semi-natural grasslands in Europe, which originated through 
man-made forest clearings in prehistoric and historic times 
with the aim to create agricultural areas for pasturing or hay 
making (Dierschke and Briemle 2002; Myster 2012), can only 

be maintained through continuous anthropogenic use (Veen 
et al. 2009). These are among the most diverse ecosystems in 
Europe and thus have a high conservation value (Critchley 
et al. 2004; Hodgson et al. 2005). However, in many cases these 
grasslands were abandoned and mowing and grazing regimes 
ceased completely (Moog et al. 2002; Quétier et al. 2007). This 
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leads to a process of secondary succession where grasslands 
are invaded by woody species (Didier 2001; Myster 1994; 
Steven 1991).  Currently, increased forest productivity and 
litter fall as a consequence of elevated CO2 levels (DeLucia 
et al. 1999; Finzi et al. 2001; Zak et al. 2003) may accelerate 
this process.

The ecotones between forest and grasslands are more vul-
nerable to change by colonization of forest species (Didier 
2001; Myster 2012) with subsequent loss of species diversity 
(Dierschke 1974; Pärtel et al. 2005; Sydes and Grime 1981a). 
The advance of forest edge begins with the accumulation of 
tree litter in nearby grassland areas, which suppresses grass-
land herbs and may even lead to their disappearance (Donath 
and Eckstein 2008). Deciduous tree litter acts as a strong 
selection agent because it may modify the growth environ-
ment for seeds, seedlings and adult plants (Baltzinger et  al. 
2012; Molofsky et al. 2000; Stinchcombe and Schmitt 2006). 
Grime (2001) suggested that tree leaf litter accumulation in 
these ecotones may improve woody seedling establishment 
by reducing the competitive effect of grassland vegetation. 
These indirect effects of tree leaf litter on competition with 
grasses may benefit woody species or woodland forbs (Facelli 
1994; Sydes and Grime 1981a). Some species, as those with 
a higher relative growth rate (e.g. erect herbaceous species 
and shrubs) or with storage organs (e.g. geophytes) seem to 
be better adapted to penetrate a litter layer. This is especially 
true for species with robust shoots (Cintra 1997; Grime 2001), 
since they are capable of penetrating even a thick litter layer. 
Also rosette species have the ability to place their leaves above 
the litter layer, displace it and open a gap for the subsequent 
growth of new leaves (D’Angela et  al. 1986; Facelli 1988). 
Other types of vegetation, with weaker leaves and stems, like 
annual species (Wilson and Zammit 1992), may not be able to 
withstand conditions generated by a dense litter layer.

However, the response of vegetation depends on the 
amount of litter present (Eckstein and Donath 2005; Gross 
1984; Xiong and Nilsson 1999). While in the presence of a 
thin layer positive effect may prevail, litter accumulation 
above certain threshold results in negative effects on vegeta-
tion establishment (Jensen and Gutekunst 2003; Quested and 
Eriksson 2006; Violle et al. 2006). In a meta-analysis across 
several ecosystem types, including forests, Xiong and Nilsson 
(1999) identified this threshold at an amount of ~200 g m−2 
or a layer thickness >1.5 cm, while Loydi et al. (2013) reported 
a tipping point at 500 g m−2 for grass litter in grassland eco-
systems. Fragment size is also an important litter trait, since 
larger fragments (as whole deciduous tree leaves) may have 
more negatives effects on vegetation than small fragments 
(Xiong et al. 2001).

Xiong and Nilsson (1999) found a strong negative effect of 
tree litter on seed germination and establishment, but also at 
the community level litter may reduce species richness and 
above-ground biomass. Tree litter may present a mechanical 
barrier to seedling emergence impeding or diminishing emer-
gence (Donath and Eckstein 2008; Facelli and Pickett 1991) 

or it may change physical conditions such as soil temperature, 
moisture regime and light quantity and quality (Holmgren 
et al. 1997). Litter can also act as a seed trap, preventing seeds 
from reaching the soil (Ruprecht and Szabo 2012), promot-
ing pathogenic fungi (Facelli et  al. 1999) or increasing seed 
predation (Reader 1991, but see Myster and Pickett 1993). 
In all cases, this may reduce germination and lower number 
of established seedlings. However, different climatic condi-
tions, especially high temperatures and low water availabil-
ity, may result in positive instead of negative litter effects on 
seedling establishment (Boeken and Orenstein 2001; Eckstein 
and Donath 2005; Ruprecht et al. 2010). Furthermore, nutri-
ent release during decomposition of litter may increase plant 
available nutrients (Aerts 1997; Koorem et al. 2011), promot-
ing plant growth and relaxing competition.

Despite their high nature conservation value, forest–grass-
land edges are still subject to rapid decline in quality and 
quantity through human activities (Fagan et  al. 1999). In 
this context, since litter is one of the major factors control-
ling processes in these ecotones (Myster 2012), it is impor-
tant to study in detail the spatial distribution and accumulated 
amount of tree litter in forest–grassland ecotones and evalu-
ate the response of grassland vegetation to the presence of dif-
ferent litter amounts. This will help to predict the response of 
different herbaceous communities to the advance of the forest 
edge. To this end, we addressed the following hypotheses:

(1)  The accumulation of tree litter is reduced with distance to 
forest, and accordingly vegetation composition changes from 
tolerant to competitive species, with higher growth rate.

(2)  Tree leaf litter accumulation reduces the richness and 
biomass of grasslands species, and species composition 
change towards communities dominated by erect grow-
ing species and rosette species.

(3)  Tree leaf litter improves microsites conditions by reduc-
ing temperature fluctuations and increasing soil nutrients 
availability.

MATERIALS AnD METhODS
Data collection

The study was conducted in two locations in the Lahn-Dill 
highlands, Hessen, Germany. First, we sampled forest–grassland 
ecotones at 11 sites near the village Eisemroth (50°43′53.19″N, 
08°24′53.78″E, ~400 m a.s.l.). Second, we performed a 
field experiment on a grassland site close to the village Allna 
(50°46′15.79″N, 08°40′13.79″E, ~217 m a.s.l.), located ~18 
km east of Eisemroth. Both localities share similar climatic and 
edaphic conditions; mean annual temperature in the region is 
7–8°C and mean annual precipitation ~1000 mm (HLUG 2009).

For the forest–grassland ecotone, we selected 11 sites with 
similar edaphic conditions, inclination and elevation. Criteria 
for selection of sites were to (i) cover a forest–grassland 
ecotone with deciduous forests dominated by Carpinus betulus 
L., Fagus sylvatica L. and Quercus spp, (ii) be mown 1–2 times 
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a year and (iii) be maintained without the application of 
fertilizers. In each site, we established one transect from 
forest to grassland. Each transect had five sampling positions 
(P) that were defined in relation to the forest edge; P1: 3 m 
inside the forest edge, P2: 2 m outside the forest edge, P3: 
below the tips of the outermost branches of the forest edge 
trees, P4: 2 m away from P3 and P5: 1 m away from P4. The 
transect length thus varied between 12 and 15 m. Forest edge 
was defined as the line of 5 m high trees with interlocking 
branches and a cover >70% (Mueller-Dombois and Ellenberg 
1974). Thus, P1 was situated inside the forest, P2 and P3 in 
the forest–grassland ecotone and P4 and P5 were located in 
the grassland area. During November 2010, we measured tree 
litter cover and dry litter mass, and vegetation cover at each 
position. Each measurement was taken in 1 m2 square plots 
with five replicates per position per site. The five replicates 
were averaged for each position in each transect in the 11 
sites (N  =  55). Litter and vegetation cover were visually 
estimated with 10% cover ranges. Tree litter biomass was 
collected in the plots, cleaned and oven-dried for 48 h at 60°C. 
During spring 2011, we established one transect at each site 
and assessed vegetation cover at the species level in a 1 m2 
square plot per position. At P1, only understory vegetation 
was sampled. Cover was visually estimated using a modified 
Braun-Blanquet scale (van der Maarel 1979). Additionally, 
we measured percentage of light transmission using a fisheye 
lens (Soligor DHG 0.19x, Ø 0.37 mm). Total light transmission 
was calculated with SideLook software version 1.1.01 (Nobis 
2005).

For our field experiment, we established 45 plots of 0.5 × 0.5 
m2 in a systematic square design (9 rows × 5 columns) with a 
45-cm buffer area between plots. The experimental area was 
established in an unfertilized homogenous pasture area near 
a forest (i.e. between 3 and 8 m from the forest edge), which 
was mown once a year (mid-June). The experiment started 
before the beginning of the growing season, when vegetation 
was still not developed (i.e. vegetation height was ~1 cm). 
It was carried out for 4 months (March–June) during 2012. 
During the experimental period, no management was per-
formed in the pasture area. To study the effects of litter, each 
plot received one of three litter amounts. These were con-
trol (no litter), low litter amount (50 g per plot) or high litter 
amount (150 g per plot). Low and high litter amounts corre-
spond to 200 and 600 g m−2, respectively. These litter amounts 
were chosen because they represent the range found along 
forest edges in the study area (see Results). Leaves of oak 
(Quercus robur L.) were collected in a mixed deciduous wood-
land during dry weather in the nearby area and air dried for 
2 weeks. For each treatment, 15 replicates were established. 
In three replicates of each treatment, we monitored hourly 
temperature using temperature data loggers (Tinytag Transit, 
Gemini Dataloggers Ltd, Chichester, UK) from 1 March 2012 
to 25 June 2012. In four replicate plots of each treatment, 
we estimated soil supply rates for nitrate (NO3

−-N), ammo-
nium (NH4

+-N), phosphorus (P), potassium (K), sulphur (S),  

calcium (Ca), magnesium (Mg), iron (Fe), manganese (Mn), 
copper (Cu), zinc (Zn), boron (B) and aluminium (Al) 
using PRSTM-probes (Western Ag Innovations, Saskatoon, 
Saskatchewan, Canada). PRSTM-probes consist of an ion-
exchange membrane that adsorbs ions through electrostatic 
attraction, simulating a plant root. Two anion probes and two 
cation probes were buried in the top 5 cm of soil at a 45° angle 
for two consecutive 4-week periods in May (25 April to 23 
May 2012) and June (24 May to 19 June 12). After removal, 
the PRS™-probes were washed with deionized water and 
returned to Western Ag Innovations for analysis of adsorbed 
ions: NO3

−-N and NH4
+-N by an automated colourimetry flow 

injection analysis system and all other ions by inductively 
coupled argon plasma spectrophotometry (Hangs et al. 2004). 
In each plot, we visually estimated total litter cover and made 
a vegetation relevé at the end of the study period. Cover was 
visually estimated using a modified Braun-Blanquet scale 
(van der Maarel 1979). Additionally, vegetation biomass was 
collected 1 cm above the soil surface and oven dried for 48 h 
at 60°C and weighted. Daily precipitation and daily mean air 
temperature during the experimental period were taken from 
the German Weather Service (Deutscher Wetterdienst, http://
www.dwd.de) from a meteorological station in Cölbe, located 
~15 km northeast of Allna.

Statistical analysis

Changes in litter and vegetation cover, biomass, species 
richness and light transmission were tested using nested 
analysis of variance (ANOVA) for the forest–grassland 
ecotone, with transects nested within sites, and one-way 
ANOVA for the field experiment. In all cases, Tukey honest 
significant difference test (Tukey HSD) was used as means 
comparison test (α  =  0.05). Before analysis, biomass data 
(litter or vegetation) were square-root transformed, cover 
percentage (litter or vegetation) and percentage of light 
transmission were arc-sin transformed, and species richness 
was log-transformed (natural logarithm) to meet ANOVA 
assumptions. We performed two separate Non-Metric 
Dimensional Scaling (NMDS) with the species composition 
from each plot for the forest–grassland ecotone and the 
field experiment. Species with <5% frequency (occurrence 
in <2 plots) were not considered. Species cover data were 
square-root transformed before analysis. The NMDS was 
performed with Sørensen-distance measure, a maximum 
of 500 iterations, 6 dimension, 250 real and randomized 
runs and a starting configuration by random number. For 
the final solutions, we considered three dimensions for the 
forest–grassland ecotone and two dimensions for the field 
experiment. Ordination of the samples in the NMDS was 
correlated with cover of different plant functional groups 
and species with different ecological strategies (McCune and 
Grace 2002). Data for plant functional groups and strategy 
were taken from Biolflor v1.1 database (Klotz et  al. 2002). 
Nine plant functional groups were defined according to life 
form and life cycle (Table 1). Ecological strategy follows the C  
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(competitive species)-S (stress-tolerant species)-R (ruderal 
species) strategy types by Grime et al. (1988). Additionally, in 
the field experiment, we analysed changes in the cover of the 
most frequent species (frequency >50%) with different litter 
treatments. Percentage cover was analysed with a one-way 
ANOVA and Tukey HSD was used as means comparison test 
(α = 0.05). Prior to analysis, data were transformed to square-
root to meet ANOVA assumptions.

In the field experiment, for analysis of mean daily temper-
ature and nutrient availability we used a repeated-measure 
ANOVA with linear mixed-effect models. Litter treatment 
was considered a fixed effect. Time was treated as a within 
factor (von Ende 1993). For nutrient availability, time was 
considered a fixed factor and changes in nutrient availabil-
ity in both studied periods, and their interaction with litter 
amount, were analysed. In all cases, data were transformed 
to their natural logarithm before analysis, to meet ANOVA 
assumptions.

All univariate analyses were performed with Statistica 
(version 10.0, StatSoft Inc., Tulsa, OK, USA) and multivari-
ate analyses were made using PC-ORD (version 5.33, MjM 
Software, Gleneden Beach, OR, USA).

RESuLTS
Changes in established vegetation

Forest–grassland ecotone

Our results showed that there are significant changes in 
tree litter cover and litter mass along the forest–grassland 
transect (P1  → P5) (Figure  1a and c; Table S1, see online 

supplementary material), ranging from ~95 to 30% in litter 
cover and from ~650 to 65 g m−2 in litter mass across the tran-
sects. On the contrary, vegetation cover and species richness 
significantly increased from forest to grassland (Figure 1b and 
d). Light transmission significantly declined along the forest–
grassland transect (P1  → P5) from 1.5 ± 0.5% (mean ± SE) 
in P1 to 65 ± 5.1 in P5 (Figure S1, see online supplementary 
material for details).

NMDS performed with three dimensions showed Kruskal’s 
stress of 18.9, which is significantly smaller than the stress 
expected by chance (Monte-Carlo test, P < 0.001). Final inter-
pretation of the ordination did not change between two and 
three dimensions although Kruskal’s stress was lower with 
three dimensions. For simplicity, we present and interpret 
the first two dimensions (Figure 2). Vegetation changes were 
mainly driven by the replacement of tree species in P1 (in the 
forest) by hemirosettes, rosettes and perennial grasses in P4 
and P5 (Figure 2a; Table S2, see online supplementary mate-
rial). Positions near the forest edge (P2 and P3) were charac-
terized by higher cover of geophytes and shrubs species (P2) 
and annual forbs and grasses (P3). Additionally, grassland 
areas were dominated by competitive species (C, CS and CSR 
species; Figure 2b), while near the forest edge ruderal species 
were more common (CR and SR species). Forest areas (P1) 
were related with stress-tolerant species (S), mostly due to 
one species, Galium odoratum (L.) Scop., an erect hemicrypto-
phyte that only appeared in or near forest areas (P1, P2 and 
P3; Table S2, see online supplementary material).

Field experiment

Litter amounts showed differential effects on vegetation 
structure (Figure 3; Table S3, see online supplementary mate-
rial). Low and high litter amounts resulted in significantly dif-
ferent litter covers (Figure  3a). Both amounts also reduced 
vegetation cover and biomass (Figure  3b and c). However, 
species richness only showed a significant decrease at high 
litter amounts, without differences between control and the 
low litter amount treatment (Figure 3d).

NMDS performed with two dimensions showed Kruskal’s 
stress of 28.2 (Figure S2, see online supplementary material). 
This was significantly smaller than the stress expected by 
chance (Monte-Carlo test, P  <  0.001), but is still high for 
this type of analysis (McCune and Grace 2002). No plant 
functional groups or trends in ecological strategies were 
found in the NMDS performed, showing that there was 
no clear pattern in species composition of these grasslands. 
However, cover of some of the most frequent species showed 
significant differences with litter cover (Figure  4; Table S4, 
see online supplementary material). Of the 16 analysed 
species, six showed significant changes in cover values. These 
were four important and characteristic perennial grasses of 
mesic grasslands (Arrhenatherum elatius, Bromus hordeaceus, 
Poa pratensis and Trisetum flavescens; Figure  4c, d, k and o), 
one rosette species (Leontodon autumnalis; Figure 4h) and an 
annual forb (Veronica arvensis; Figure 4p). Five of these species 

Table 1: plant functional groups and number of species per group 
in the forest–grassland ecotone (F–G) and in the field experiment 
(FE)

Functional group

Number of species

CharacteristicF–G FE

Annual forbs 8 9 Annual herbaceous dicots

Annual graminoids 3 0 Annual monocots

Erect species 25 4 Perennial dicots with 
only long internodes

Geophytes 5 1 Species with buds in 
storing organs within 
the soil

Hemirosettes 43 11 Species with shoots 
with either long or short 
internodes

Perennial graminoids 28 15 Perennial monocots

Rosettes 7 10 Species with only short 
internodes and basal 
leaves

Shrubs 7 0 Woody species with basal 
ramification

Trees 11 0 Species with a main 
woody stem
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showed a reduction in cover percentage only with high litter 
mass, and one grass species (A.  elatius) showed significant 
lower covers at low and high litter amounts as compared with 
controls.

Changes in microsite conditions

Daily temperature showed some differences among cont rol 
and treatment plots (Figure  5; Table S5, see online supple-
mentary material). The presence of a tree litter layer did not 
change the mean daily temperature. However, a tree litter 
layer of 600 g m−2 reduced the maximum daily temperature 
by 2.9°C compared with the control. Also minimum daily 
temperature has significantly increased by 1.6°C for the 
same litter amount. Thus, the presence of a high tree litter 

layer reduced temperature amplitude (Figure S3, see online 
supplementary material). Additionally, high litter amounts 
reduced the number of days with frosts (temperature ≤ 0°C, 
3  days) compared with control treatment (16  days) or low 
litter amount treatment (20 days).

The presence of litter had an effect on soil nutrient avail-
ability for plants. Nutrients like nitrate, calcium, magne-
sium, phosphorus and aluminium were higher during the 
first incubation period than during the second (Figure 6 and 
Table S6, see online supplementary material). However, only 
nitrogen (total nitrogen and nitrate) and aluminium showed 
significant differences among the different litter amounts. 
Nitrogen increased with high litter amounts in the first period 
(Figure 6). Aluminium availability was higher with low and 

Figure 1: responses of litter cover (a), vegetation cover (b), litter mass (c) and species richness (d) across the ecotone from forest (P1) to grass-
land (P5) plots. P1 was situated inside the forest, P2 and P3 in the forest–grassland ecotone and P4 and P5 were located in the grassland (see 
Methods). Bars represent ±1 SE. Different letters on bars are significantly different mean values (Tukey test at P < 0.05).
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high litter amounts in the first period and with high lit-
ter amounts in the second period (Figure 6). The rest of the 
analysed nutrients showed no changes with litter amount or 
between the different incubation periods (Table S6, see online 
supplementary material).

DIScuSSIOn
The presence of tree litter has clear effects on the composi-
tion and diversity of grassland vegetation. Our field experi-
ment suggests that litter accumulation significantly affects 
the cover of grassland species already in the first growing 
season and may influence community composition and 
diversity.

Changes in established vegetation

As expected, litter amount decrease along the studied tran-
sects and associated vegetation changed. Grassland areas are 
characterized by higher abundance of competitive species, 
such as perennial grasses and rosette and hemirosette species. 
Perennial grasses and some hemicryptophytic forbs have high 
competitive ability and thus frequently dominate grassland 
areas (Anten and Hirose 1999; Grist 1999). In forest areas, 
species need to survive the presence of a dense tree canopy 
that changes light quality and quantity (Holmgren et al. 1997) 
and water availability. Additionally, they need to germinate 
and establish from beneath a thick litter layer (Sydes and 
Grime 1981a, 1981b). These high levels of stress during ger-
mination, establishment and growth, constrain the number 
of species in the understory vegetation. We expected higher 

abundance of tolerant species in the forest areas. However, in 
our study there was one stress-tolerant species (i.e. S Grime 
strategy) with higher abundance in the forest, G.  odoratum, 
which had also shown a positive response to the presence of 
litter (Donath and Eckstein 2008). Similar to the findings of 
Dierschke (1974), species such as shrub, annual forbs or geo-
phytes were more common in the ecotone (i.e. P2 and P3 in 
the transects). Many shrubs and annual species are not able 
to survive below a dense forest canopy (Barbier et al. 2008; 
Denslow et al. 1990), which restricts their abundance to areas 
with only partial shade (Hastwell and Facelli 2003).

It is interesting to note that even short-time litter deposition 
on an established grassland had immediate negative effects 
on species richness and biomass. Although we expected that 
both variables would be affected, species richness was only 
reduced significantly when litter amount increased above 
~200 g m−2 in both the forest–grassland ecotone transects and 
the field experiment (Figures 1 and 3). In addition, the cover 
of the most common grassland species decreased significantly 
in plots covered with high litter amounts, but not at low litter 
amounts (except A. elatius, see Figure 4). The presence of small 
gaps at low litter amounts may help to explain the differences in 
vegetation cover, biomass or species richness between plots with 
low and high litter amounts. Some species may be able to grow 
through a low litter layer (Sydes and Grime 1981a), maintaining 
species richness, but their development (i.e. biomass) may be 
compromised (but see Dzwonko and Gawronski 2002).

It is generally assumed that natural ecotones have higher 
species diversity since they include species from adjacent eco-
system types (Hufkens et al. 2009). However, in anthropogenic 

Figure 2: NMDS ordination diagram of vegetation relevés in a forest–grassland ecotone. P1 was situated inside the forest, P2 and P3 in the 
forest–grassland ecotone and P4 and P5 were located in the grassland (see Methods). Relation between the NMDS ordination and (a) plant 
functional groups cover (Table 1) and (b) species ecological strategy are shown. AF = annual forbs, AG = annual graminoids, Er = erect species, 
PG = perennial graminoids, Ge = geophytes, HR = hemirosettes, Ro = rosettes, Sh = shrubs, Tr = trees. Ecological strategies are defined according 
to Grime et al., 1988. C = competitive species, R = ruderal species, S = stress-tolerant species.
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forest edges, as those studied here, boundaries between both 
ecosystems are sharply delimited (Dierschke 1974; Simmering 
et al. 2001) and thus the flora of each of these contrasting eco-
systems is well delimited. As well the relation between litter 
amounts and vegetation composition in the field showed that 
litter has profound effects on species composition. In addition, 
the response of key grassland species in the field experiment 
just within a single growing season highlighted the rapid 
changes in vegetation composition that litter accumulation 
is able to induce. Nonetheless, in the long run, litter effects 
might be even stronger, since perennial plants with access to 
stored resources may display a lagged response of growth and 
fitness after litter accumulation took place.

Changes in microsite conditions

Our data showed that litter presence significantly reduced 
temperature amplitudes under high litter amounts. Many 
published works show that litter may affect temperature, 
reducing fluctuations and amplitude and extreme temperatures 
(Deutsch et al. 2010; Holmgren et al. 1997), even with a thin 
litter layer but without a live vegetation cover (Eckstein and 
Donath 2005; Jensen and Gutekunst 2003). Our data showed 
that these effects may vary when established vegetation is 
present, as evidenced by the same temperature amplitude 
between control and low litter treatment. This suggests that 
the impact of a litter layer changes depending on the presence 
of a vegetation canopy, which in turn changes conditions 

Figure 3: responses of litter cover (a), vegetation cover (b), vegetation biomass (c) and species richness (d) in plot with different litter amounts. 
Bars represent ± 1 SE. Different letters on bars indicate significantly different mean values (Tukey test at P < 0.05).
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near the soil surface (Schmiede et  al. 2013). Although not 
statistically tested (due to the lack of variance), the difference 
in the number of frost days is remarkable. Since seedlings 
are frost sensitive (Fenner and Thompson 2005), differences 
in the frequency of frost days related to the litter cover of 
plots may affect the probability of species establishment and 
survival (Baltzinger et al. 2012).

The initial decomposition of litter, probably triggered by 
higher temperatures during spring and higher precipitation 
rates (see Figure S3), increase the availability of nutrients 
(Gartner and Cardon 2004; Sayer 2006). These initial conditions 
may explain the high availability of some nutrients during the 
first incubation period (e.g. Al, Ca, Mg, NO3

−N and P). During 
the second period, the values declined probably because many 

Figure 4: species cover of the most frequent species (frequency ≥ 50%) under different litter amounts. (a) Achillea millefolium, (b) Ajuga reptans, 
(c) Arrhenatherum elatius, (d) Bromus hordeaceus, (e) Campanula rapunculus, (f) Crepis capillaris, (g) Dactylis glomerata, (h) Leontodon autumnalis,  
(i) Pimpinella saxifraga, (j) Plantago lanceolata, (k) Poa pratensis, (l) Ranunculus bulbosus, (m) Taraxacum officinalis, (n) Trifolium dubium, (o) Trisetum  
flavescens and (p) Veronica arvensis. Bars represent ± 1 SE. Different letters on bars indicate significantly different mean values (Tukey test at P < 0.05).
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of the easily decomposable materials had disappeared (Berg 
2000). The rate of decomposition is related to temperature, 
precipitation and soil moisture (Aerts 1997; Hobbie 1996; 
Meentemeyer 1978), but also to the initial N concentration, 
C:N ratio and lignin:N ratio in the litter (Chadwick et  al. 
1998; Gartner and Cardon 2004). Generally, the most rapidly 
decomposable components in the litter are those with high N 
contents (Berg 2000; Gomez et  al. 2002), which is reflected 
in our work by the increase in soil nitrate (NO3

−-N) in plots 
with high litter amount during the first studied period. This 
decomposition rate is not only influenced by litter quality but 
also by litter quantity (Weatherly et al. 2003). A thicker litter 
layer may change micro environmental conditions, promoting 
a higher initial decomposition rate by microorganisms (Hobbie 
1996; Zhang and Zak 1995). A thinner, or absent, litter layer 
may lead to heat stress or desiccation of decomposers, reducing 
decomposition rates (Henry et al. 2008), while the absence of 
litter increases the chances of leaching from the soil, particularly 
for nitrogen (Sayer 2006). Higher soil moisture, due to lower 
temperatures, during the first incubation period (mean ± 

Figure 5: average mean, maximum and minimum daily temperature 
(DT) during the studied period. Bars are SE. Different letters on bars 
indicate significantly different mean values (Tukey test at P < 0.05).

Figure 6: adsorption of nitrate (NO3
−-N, left panel) and aluminium (right panel) during two consecutive 4-week incubation periods in grass-

land soil covered by different amounts of tree litter (control: 0, low: 200 and high: 600 g m−2). Bars represent ± 1 SE. Different letters on bars 
are significantly different mean values (Tukey test at P < 0.05). Statistical differences between first (FP) and second (SP) incubation period is 
indicated as *P < 0.05. Note the logarithmic scale of the y-axis.
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SE: 13.6 ± 0.16 vs. 15.6 ± 0.09°C; first and second incubation 
period, respectively, see Figure S4, see online supplementary 
material) and lower competition levels (see Figure 3) may also 
be responsible for higher nitrogen adsorption in the probes. 
In contrast, lower adsorption of Ca, Mg and P in the second 
incubation period may be due to lower soil moisture conditions 
(resulting from higher temperature), which strongly affect the 
activity of these ions in soil solution (Eric Bremer, Western 
Ag Innovation, personal communication). The increase in 
Al under tree litter is a signal of acid hydrolysis on silicate 
(Amiotti et  al. 2000; Langenbruch et  al. 2012; Paluch and 
Gruba 2012; Sayer 2006), being an indication of a microsite 
reduction in pH (Langenbruch et al. 2012). Unfortunately, we 
did not measure soil pH in this experiment. However, Eckstein 
et  al. (2012) reported lower pH values for forest edges than 
grassland areas in the same experimental field (pHwater = 3.57 
and 4.89 for forest edge and grassland, respectively). Changes 
in microsite conditions should be monitored during a longer 
period, especially during winter, and with more precision and 
details in order to obtain some new insights that may help 
to predict changes in grasslands ecosystems invaded by tree 
species, a common process worldwide (Bren 1992; Brown and 
Archer 1999; Chaneton et  al. 2012; Mazia et  al. 2001; Zalba 
et al. 2008).

cOncLuSIOnS
Since forest–grassland ecotones in the study area are anthro-
pogenic, they show sharp boundaries and are dominated by 
different vegetation types with some of them restricted to a 
very small area within the ecotone. In the field experiment, 
litter accumulation affected several key species of mesic grass-
lands, leading to significantly decreased growth. This might, 
in turn, result in changes in the species composition once lit-
ter accumulation reaches high values (>200 g m−2), and also 
changes in soil conditions, beginning an acidification process. 
Along forest edges, this could be a rapid and common process 
that leads to the replacement of typical grassland species by 
woody or stress-tolerant species.

SuPPLEMEnTARy MATERIAL
Supplementary material is available at Journal of Plant Ecology 
online.

FunDInG
This work was supported by Alexander von Humboldt 
Foundation by means of a postdoctoral fellowship (A.L.).

AcknOWLEDGEMEnTS
We thank Eric Bremer from Western Ag Innovations for guidance in 
soils analysis and interpretation. We also thank Joseph Scholz-vom 

Hofe, Dietmar Simmering and Boris Vashev for their help during this 
study and valuable discussions.

REFEREncES
Aerts R (1997). Climate, leaf litter chemistry and leaf litter decom-

position in terrestrial ecosystems: a triangular relationship. Oikos 

79:439–49.

Amiotti N, Zalba P, Sanchez L, et al. (2000). The impact of single trees 

on properties of loess-derived grassland soils in Argentina. Ecology 

81:3283–90.

Anten NPR, Hirose T (1999). Interspecific differences in above-

ground growth patterns result in spatial and temporal partitioning 

of light among species in a tall-grass meadow. J Ecol 87:583–97.

Baltzinger M, Archaux F, Dumas Y. (2012) Tree litter and forest 

understorey vegetation: a conceptual framework to understand 

the effects of tree litter on a perennial geophyte, Anemone nemorosa. 

Ann Bot 109:1175–84.

Barbier S, Gosselin F, Balandier P (2008). Influence of tree species on 

understory vegetation diversity and mechanisms involved—a critical 

review for temperate and boreal forests. Forest Ecol Manag 254:1–15.

Berg B (2000). Litter decomposition and organic matter turnover in 

northern forest soils. Forest Ecol Manag 133:13–22.

Boeken B, Orenstein D (2001). The effect of plant litter on ecosys-

tem properties in a Mediterranean semi-arid shrubland. J Veget Sci 

12:825–32.

Bren LJ (1992). Tree invasion of an intermittent wetland in rela-

tion to changes in the flooding frequency of the River Murray, 

Australia. Aust J Ecol 17:395–408.

Brown JR, Archer S (1999). Shrub invasion of grassland: recruitment 

is continous and not regulated by herbaceous biomass or density. 

Ecology 80:2385–96.

Chadwick DR, Ineson P, Woods C, et  al. (1998). Decomposition of 

Pinus sylvestris litter in litter bags: influence of underlying native 

litter layer. Soil Biol Biochem 30:47–55.

Chaneton EJ, Mazía N, Batista WB, et al. (2012). Woody plant inva-

sions in Pampa grasslands: a biogeographical and community 

assembly perspective. In Myster RW (ed) Ecotones Between Forest 

and Grassland, Berlin, Germany: Springer, 115–44.

Cintra R (1997). Leaf litter effects on seed and seedling predation 

of the palm Astrocaryum murumuru and the legume tree Dipteryx 

micrantha in Amazonian forest. J Trop Ecol 13:709–25.

Critchley CNR, Burke MJW, Stevens DP (2004). Conservation of 

low land semi-natural grasslands in the UK: a review of botanical 

monitoring results from agri-environment schemes. Biol Conservat 

115:263–78.

D’Angela E, León R, Facelli J (1986). Pioneer stages in a secondary 

succession of a pampean subhumid grassland. Flora 178:261–70.

DeLucia EH, Hamilton JG, Naidu SL, et al. (1999) Net primary pro-

duction of a forest ecosystem with experimental CO2 enrichment. 

Science 284:1177–9.

Denslow JS, Schultz JC, Vitousek PM, et al. (1990). Growth responses 

of tropical shrubs to treefall gap environments. Ecology 165–79.

Deutsch ES, Bork EW, Willms WD (2010). Separation of grassland 

litter and ecosite influences on seasonal soil moisture and plant 

growth dynamics. Plant Ecol 209:135–45.

 at U
niversitaetsbibliothek G

iessen on July 1, 2013
http://jpe.oxfordjournals.org/

D
ow

nloaded from
 

http://jpe.oxfordjournals.org/lookup/suppl/doi:10.1093/jpe/rtt027/-/DC1
http://jpe.oxfordjournals.org/lookup/suppl/doi:10.1093/jpe/rtt027/-/DC1
http://jpe.oxfordjournals.org/


Loydi et al.     |     Distribution and effects of tree leaf litter on vegetation composition Page 11 of 12

Didier L (2001). Invasion patterns of European larch and Swiss stone 

pine in subalpine pastures in the French Alps. Forest Ecol Manag 

145:67–77.

Dierschke H (1974). Saumgesellschaften im Vegetations-und Standortsgefälle 

an Waldrändern. Göttingen, Germany: Erich Goltz.

Dierschke H, Briemle G (2002). Kulturgrasland: Wiesen, Weiden und ver-

wandte Staudenfluren. Stuttgart, Germany: Eugen Ulmer.

Donath TW, Eckstein RL (2008). Grass and oak litter exert differ-

ent effects on seedling emergence of herbaceous perennials from 

grasslands and woodlands. J Ecol 96:272–80.

Dzwonko Z, Gawronski S (2002). Effect of litter removal on species 

richness and acidification of a mixed oak-pine woodland. Biol 

Conservat 106:389–98.

Eckstein RL, Donath TW (2005). Interactions between litter and 

water availability affect seedling emergence in four familial pairs 

of floodplain species. J Ecol 93:807–16.

Eckstein RL, Ruch D, Otte A, et al. (2012) Invasibility of a nutrient-

poor pasture through resident and non-resident herbs is controlled 

by litter, gap size and propagule pressure. PLoS One 7:e41887.

Facelli JM (1988). Response to grazing after nine years of cattle 

exlusion in a Flooding Pampa grassland, Argentina. Vegetatio 

78:21–5.

Facelli JM (1994). Multiple indirect effects of plant litter affect 

the establishment of woody seedlings in old fields. Ecology 

75:1727–35.

Facelli JM, Pickett STA (1991). Plant litter: light interception and 

effects on an old-field plant community. Ecology 72:1024–31.

Facelli JM, Williams R, Fricker S, et  al. (1999). Establishment and 

growth of seedlings of Eucalyptus obliqua: interactive effects of lit-

ter, water, and pathogens. Austral Ecol 24:484–94.

Fagan WF, Cantrell RS, Cosner C (1999). How habitat edges change 

species interactions. Am Nat 153:165–82.

Fenner M, Thompson K (2005). The Ecology of Seed. Cambridge, UK: 

Cambridge University Press.

Finzi AC, Allen AS, DeLucia EH, et al. (2001). Forest litter production, 

chemistry, and decomposition following two years of free-air CO2 

enrichment. Ecology 82:470–84.

Gartner TB, Cardon ZG (2004). Decomposition dynamics in mixed-

species leaf litter. Oikos 104:230–46.

Gomez AG, Powers RF, Singer MJ, et al. (2002). N uptake and N status 

in ponderosa pine as affected by soil compaction and forest floor 

removal. Plant Soil 242:263–75.

Grime JP (2001). Plant Strategies, Vegetation Processes, and Ecosystem 

Properties. Chichester, UK: John Wiley and Sons, Ltd.

Grime JP, Hodgson JG, Hunt R (1988). Comparative Plant Ecology. 

A  Functional Approach to Common British Species. London, UK: 

Unwin Hyman Ltd. 

Grist EPM (1999). The significance of spatio-temporal neighbourhood 

on plant competition for light and space. Ecol Model 121:63–78.

Gross KL (1984). Effects of seed size and growth form on seed-

ling establishment of six monocarpic perennial plants. J Ecol 

72:369–87.

Hangs RD, Greer KJ, Sulewski CA (2004). The effect of interspe-

cific competition on conifer seedling growth and nitrogen avail-

ability measured using ion-exchange membranes. Can J Forest Res 

34:754–61.

Hastwell GT, Facelli JM (2003). Differing effects of shade-induced 

facilitation on growth and survival during the establishment of a 

chenopod shrub. J Ecol 91:941–50.

Henry HAL, Brizgys K, Field CB (2008). Litter decomposition in a 

california annual grassland: interactions between photodegrada-

tion and litter layer thickness. Ecosystems 11:545–54.

HLUG (2009). Hessisches Landesamt für Umwelt und Geologie. 

Umweltatlas Hessen. Klima. http://atlas.umwelt.hessen.de (31 

October 2012, date last accessed).

Hobbie SE (1996). Temperature and plant species control over litter 

decomposition in Alaskan tundra. Ecol Monogr 66:503–22.

Hodgson JG, Montserrat-Martí G, Tallowin J, et al. (2005). How much 

will it cost to save grassland diversity? Biol Conservat 122:263–73.

Holmgren M, Scheffer M, Huston MA (1997). The interplay of facili-

tation and competition in plant communities. Ecology 78:1966–75.

Hufkens K, Scheunders P, Ceulemans R (2009). Ecotones in veg-

etation ecology: methodologies and definitions revisited. Ecol Res 

24:977–86.

Jensen K, Gutekunst K (2003). Effects of litter on establishment of 

grassland plant species: the role of seed size and successional sta-

tus. Basic Appl Ecol 4:579–87.

Klotz S, Kühn I, Durka W, et al. (2002). BIOLFLOR: Eine Datenbank 

mit biologisch-ökologischen Merkmalen zur Flora von Deutschland. Bad 

Godesberg, Germany: Bundesamt für Naturschutz.

Koorem K, Price JN, Moora M. (2011) Species-specific effects of 

woody litter on seedling emergence and growth of herbaceous 

plants. PLoS One 6:e26505.

Langenbruch C, Helfrich M, Flessa H (2012). Effects of beech (Fagus 

sylvatica), ash (Fraxinus excelsior) and lime (Tilia spec.) on soil 

chemical properties in a mixed deciduous forest. Plant and Soil 

352:389–403.

Loydi A, Eckstein RL, Otte A, et al. (2013). Effects of litter on seed-

ling establishment in natural and semi-natural grasslands: a meta-

analysis. J Ecol 101:454–64.

Mazia CN, Chaneton EJ, Ghersa CM, et al. (2001). Limits to tree spe-

cies invasion in pampean grassland and forest plant communities. 

Oecologia 128:594–602.

McCune B, Grace JB (2002). Analysis of Ecological Communities. 

Gleneden Beach, USA: MjM software.

Meentemeyer V (1978). Macroclimate and lignin control of litter 

decomposition rates. Ecology 59:465–72.

Molofsky J, Lanza J, Crone EE (2000). Plant litter feedback and 

population dynamics in an annual plant, Cardamine pensylvanica. 

Oecologia 124:522–8.

Moog D, Poschlod P, Kahmen S, et al. (2002). Comparison of species 

composition between different grassland management treatments 

after 25 years. Appl Veg Sci 5:99–106.

Mueller-Dombois D, Ellenberg H (1974). Aims and Methods of Vegetation 

Ecology. New York: Wiley.

Myster RW (1994). Contrasting litter effects on old field tree germina-

tion and emergence. Vegetatio 114:169–74.

Myster RW (2012). Introduction. In Myster RW (ed). Ecotones Between 

Forest and Grassland. Berlin, Germany: Springer, 1–15.

Myster RW, Pickett S (1993). Effects of litter, distance, density and 

vegetation patch type on postdispersal tree seed predation in old 

fields. Oikos 66:381–8.

 at U
niversitaetsbibliothek G

iessen on July 1, 2013
http://jpe.oxfordjournals.org/

D
ow

nloaded from
 

http://atlas.umwelt.hessen.de
http://jpe.oxfordjournals.org/


Page 12 of 12 Journal of Plant Ecology

Nobis M (2005). SideLook 1.1: Imaging Software for the Analysis of 

Vegetation Structure With True-Colour Photographs. http://www.

appleco.ch (1 February 2013, date last accessed).

Paluch JG, Gruba P (2012). Effect of local species composition on 

topsoil properties in mixed stands with silver fir (Abies alba Mill.). 

Forestry 85:413–25.

Pärtel M, Bruun HH, Sammul M (2005). Biodiversity in temperate 

European grasslands: origin and conservation. Grassland Sci Eur 

10:1–14.

Quested H, Eriksson O (2006). Litter species composition influ-

ences the performance of seedlings of grassland herbs. Funct Ecol 

20:522–32.

Quétier F, Thébault A, Lavorel S (2007). Plant traits in a state and 

transition framework as markers of ecosystem response to land-

use change. Ecol Monogr 77:33–52.

Reader RJ (1991). Control of seedling emergence by ground cover: 

a potential mechanism involving seed predation. Can J Bot 

69:2084–7.

Ruprecht E, Józsa J, Ölvedi TB, et  al. (2010). Differential effects of 

several “litter” types on the germination of dry grassland species. J 

Veg Sci 21:1069–81.

Ruprecht E, Szabo A (2012). Grass litter is a natural seed trap in long-

term undisturbed grassland. J Veg Sci 23:495–504.

Sayer EJ (2006). Using experimental manipulation to assess the 

roles of leaf litter in the functioning of forest ecosystems. Biol Rev 

81:1–31.

Schmiede R, Ruprecht E, Eckstein RL, et al. (2013). Establishment of 

rare flood meadow species by plant material transfer: experimental 

tests of threshold amounts and the effect of sowing position. Biol 

Conservat 159:222–9.

Simmering D, Waldhardt R, Otte A (2001). Zur vegetationsökologis-

chen Bedeutung von scharfen Grenzlinien in Agrarlandschaften–

Beispiele aus einer kleinstrukturierten Mittelgebirgslandschaft. 

Peckiana 1:79–87.

Steven DD (1991). Experiments on mechanisms of tree establishment 

in old-field succession: seedling emergence. Ecology 72:1066–75.

Stinchcombe JR, Schmitt J. (2006) Ecosystem engineers as selec-

tive agents: the effects of leaf litter on emergence time and early 

growth in Impatiens capensis. Ecol Lett 9:258–70.

Sydes C, Grime JP (1981a). Effects of tree leaf litter on herbaceous 

vegetation in deciduous woodland: I.  Field investigations. J Ecol 

69:237–48.

Sydes C, Grime JP (1981b). Effects of tree leaf litter on herbaceous 

vegetation in deciduous woodland: II. An experimental investiga-

tion. J Ecol 69:249–62.

van der Maarel E (1979). Transformation of cover-abundance values 

in phytosociology and its effects on community similarity. Vegetatio 

39:97–114.

Veen P, Jefferson R, Smidt J, et al. (2009). Grasslands in Europe of High 

Nature Value. Zeist, The Netherlands: KNNV Publishing.

Violle C, Richarte J, Navas M-L (2006). Effects of litter and standing 

biomass on growth and reproduction of two annual species in a 

Mediterranean old-field. J Ecol 94:196–205.

von Ende CN (1993). Repeated-measures analysis: growth and 

other time-dependent measures. In Scheiner SM, Gurevitch J 

(eds) Design and Analysis of Ecological Experiments. New York, USA: 

Chapman & Hall, 113–37.

Weatherly HE, Zitzer SF, Coleman JS, et  al. (2003). In situ litter 

decomposition and litter quality in a Mojave Desert ecosystem: 

effects of elevated atmospheric CO2 and interannual climate vari-

ability. Global Change Biol 9:1223–33.

Wilson SD, Zammit CA (1992). Tree litter and the lower limits of sub-

alpine herbs and grasses in the Brindabella Range, ACT. Aust J Ecol 

17:321–7.

Xiong S, Nilsson C (1999). The effects of plant litter on vegetation: a 

meta-analysis. J Ecol 87:984–94.

Xiong S, Nilsson C, Johansson ME, et al. (2001). Responses of riparian 

plants to accumulation of silt and plant litter: the importance of 

plant traits. J Veg Sci 12:481–90.

Zak DR, Holmes WE, Finzi AC, et  al. (2003). Soil nitrogen cycling 

under elevated CO2: a synthesis of forest FACE experiments. Ecol 

Appl 13:1508–14.

Zalba SM, Cuevas YA, Boó RM. (2008) Invasion of Pinus halepensis 

Mill. following a wildfire in an Argentine grassland nature reserve. 

J Environ Manage 88:539–46.

Zhang Q, Zak JC (1995). Effects of gap size on litter decomposition 

and microbial activity in a subtropical forest. Ecology 76:2196–204.

 at U
niversitaetsbibliothek G

iessen on July 1, 2013
http://jpe.oxfordjournals.org/

D
ow

nloaded from
 

http://www.appleco.ch
http://www.appleco.ch
http://jpe.oxfordjournals.org/



