
Article

Landscape-Scale Mixtures of Tree Species are More
Effective than Stand-Scale Mixtures for Biodiversity
of Vascular Plants, Bryophytes and Lichens

Steffi Heinrichs 1,*, Christian Ammer 1, Martina Mund 1, Steffen Boch 2 , Sabine Budde 1,
Markus Fischer 3, Jörg Müller 4,5, Ingo Schöning 6, Ernst-Detlef Schulze 6, Wolfgang Schmidt 1,
Martin Weckesser 1 and Peter Schall 1

1 Department Silviculture and Forest Ecology of the Temperate Zones, University of Goettingen, Büsgenweg 1,
D-37077 Göttingen, Germany; christian.ammer@forst.uni-goettingen.de (C.A.); mmund@gwdg.de (M.M.);
sabine@budde-forst.de (S.B.); wschmid1@gwdg.de (W.S.); martinweckesser@web.de (M.W.);
peter.schall@forst.uni-goettingen.de (P.S.)

2 Swiss Federal Research Institute WSL, Zürcherstrasse 111, CH-8903 Birmensdorf, Switzerland;
steffen.boch@wsl.ch

3 Institute of Plant Sciences, University of Bern, CH-3013 Bern, Switzerland; Markus.Fischer@ips.unibe.ch
4 Institute for Biochemistry and Biology, University of Potsdam, Maulbeerallee 1, 14469 Potsdam, Germany;

joerg.mueller@sielmann-stiftung.de
5 Department of Nature Conservation, Heinz Sielmann Foundation, Unter den Kiefern 9,

D-14641 Wustermark, Germany
6 Max-Planck Institute for Biogeochemistry, D-07745 Jena, Germany; ingo.schoening@bgc-jena.mpg.de (I.S.);

dschulze@bgc-jena.mpg.de (E.-D.S.)
* Correspondence: sheinri@gwdg.de; Tel.: +49-551-39-5974

Received: 27 December 2018; Accepted: 17 January 2019; Published: 19 January 2019
����������
�������

Abstract: Tree species diversity can positively affect the multifunctionality of forests. This is why
conifer monocultures of Scots pine and Norway spruce, widely promoted in Central Europe since the
18th and 19th century, are currently converted into mixed stands with naturally dominant European
beech. Biodiversity is expected to benefit from these mixtures compared to pure conifer stands due
to increased abiotic and biotic resource heterogeneity. Evidence for this assumption is, however,
largely lacking. Here, we investigated the diversity of vascular plants, bryophytes and lichens at
the plot (alpha diversity) and at the landscape (gamma diversity) level in pure and mixed stands
of European beech and conifer species (Scots pine, Norway spruce, Douglas fir) in four regions in
Germany. We aimed to identify compositions of pure and mixed stands in a hypothetical forest
landscape that can optimize gamma diversity of vascular plants, bryophytes and lichens within
regions. Results show that gamma diversity of the investigated groups is highest when a landscape
comprises different pure stands rather than tree species mixtures at the stand scale. Species mainly
associated with conifers rely on light regimes that are only provided in pure conifer forests, whereas
mixtures of beech and conifers are more similar to beech stands. Combining pure beech and pure
conifer stands at the landscape scale can increase landscape level biodiversity and conserve species
assemblages of both stand types, while landscapes solely composed of stand scale tree species
mixtures could lead to a biodiversity reduction of a combination of investigated groups of 7 up
to 20%.
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1. Introduction

In recent years, the effect of tree species diversity on forest ecosystem functions has been
intensively investigated from local to continental scale (e.g., [1–4]). Research results generally
hint towards a positive effect of tree species diversity on primary productivity [5] and stability [6]
compared to respective monocultures, though depending on environmental conditions and species
combinations [7] and varying in space and time [8]. Neighborhood interactions among different tree
species in terms of stress release and facilitation have been shown to drive both diversity-productivity
(e.g., [9,10]) and diversity-stability relationships [11,12]. This indicates the importance of a distinct
intermingling of different tree species at the stand scale to support some key forest ecosystem functions.

Tree species mixtures within forest stands are also assumed to conserve and promote associated
understory biodiversity better than monocultures (e.g., [13–15]). The understory is a key component
of the diversity of primary producers in temperate forests and contributes to element cycling and
functioning of above and belowground food webs [16–18]. Thus, understanding its responses to
canopy changes is essential for implementing biodiversity-orientated forest management concepts
including the broad promotion of mixed stands instead of monocultures.

Within mixtures, understory species (including vascular plants and soil dwelling and epiphytic
cryptogams) may either respond positively to the presence of a specific host tree species (e.g., [19])
or may benefit from the small-scale heterogeneity within stands provided by different tree species
in terms of light transmittance [20], nutrient and water availability [21] or litter accumulation [22].
These findings are in accordance with the positive heterogeneity-diversity relationship (e.g., [23,24]).
However, pure additive effects of different tree species within a stand may lead to an accumulation
of species associated to either tree species but they may not contribute to increased landscape-level
diversity [25]. Interactive effects among tree species, on the other hand, may result in an increased
species pool in mixtures compared to a combination of pure stands and thus increase diversity at the
landscape level [13,26]. For example, shade-tolerant understory species can be impeded by a dense
and persistent litter layer (e.g., due to a negative effect on seedling establishment or due to different
morphological abilities of plants to emerge through layers of tree litter) in a closed-canopy monoculture
of a given tree species [22], and the same species could be outcompeted by dominant light-demanding
understory species in a more open stand of another tree species. Instead, within mixtures of both
tree species where litter is reduced but the canopy is still closed, these understory species might find
suitable conditions. In addition, a more efficient resource use of neighboring and complementary tree
species in mixtures (e.g., by a more effective fine root system, [27]) might limit these resources for
understory species in the direct vicinity creating wider resource gradients within mixed stands [13].

While additive [19] and interactive [26] effects among tree species have been verified for epiphytic
communities such as bryophytes and lichens, there is not much scientific evidence for a positive effect
of mixtures regarding understory vascular plant diversity. In their review studies, Barbier et al. [28]
and Cavard et al. [25] showed that maximum diversity (mainly expressed as species richness or
species diversity (Shannon-diversity) at the stand scale) was mainly observed in pure stands of
different tree species and not in mixed stands composed of these species. So far, previous studies
have generally focused on alpha diversity at a particular plot or stand level. This focus may have
masked the heterogeneity among mixed stands, e.g. in terms of mixture ratios of different tree species,
and potentially underestimated the supported species pool. Landscape-level comparisons are rare
(see [29]) and have mainly contrasted species composition of mixtures to only one of the respective
pure stand types [25].

Conifer monocultures of Scots pine (Pinus sylvestris L.) and Norway spruce (Picea abies (L.) H.
Karst.) have been widely promoted outside their natural range on harvested sites across Central
Europe since the 18th and 19th century. Their fast growth rate, undemanding regeneration and
management, and manifold usability of their wood made them the economically most important tree
species in temperate forests of Europe [30,31]. Decreasing site quality and growth reductions on soils
with limited cation availability, the susceptibility to wind throw and pathogens [32,33], and the call for
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other ecosystem services apart from timber production have led to a large-scale conversion of pure
conifer stands into mixed stands with site-adapted broadleaved tree species in recent decades [30,34,35].
As European beech (Fagus sylvatica L.) would naturally dominate large parts of Central Europe [36],
beech is the main tree species used in this conversion process. A positive effect of forest conversion on
forest biodiversity is widely assumed (e.g., [37,38]), but studies confirming this assumption, particularly
with respect to understory biodiversity at the landscape scale, are missing.

Here, we assessed the effect of tree species mixtures of European beech (in the following beech)
with a conifer species on plot level (alpha diversity) and landscape level (gamma diversity) diversity of
vascular plants, bryophytes and lichens (including species growing on soil, deadwood or epiphytically
on the bark of trees and shrubs) compared to the respective pure stands. We used data from four regions
in Germany differing in climate, geology, tree species composition and forest management. While the
western and eastern lowlands of northern Germany were largely forested with Scots pine (in the
following pine) on exploited, nutrient poor sandy soils, Norway spruce (in the following spruce) was
largely planted in mountain areas in central and southern Germany on different substrates. According
to current management plans, mixtures with beech will largely replace these conifer monocultures
in the future (e.g., [38,39]). The non-native Douglas fir (Pseudotsuga menziesii (Mirb.) Franco) shows
higher growth rates and higher stability e.g. in terms of drought [40] than spruce in low mountain
ranges, so that it is regarded as an important conifer species in mixture with beech under the expected
climate change.

The objectives of our study were: (1) to quantify alpha and gamma diversity of understory vascular
plants, bryophytes and lichens in pure and mixed stands by investigating tree species combinations
of beech and pine, beech and spruce and beech and Douglas fir (no data for bryophytes and lichens);
and (2) to identify an optimized composition of pure and mixed stands within hypothetical forest
landscapes in favor of the three groups and in favor of a regional biodiversity when combining
these groups.

We generally expected a higher gamma diversity in mixed compared to pure stands as mixtures
should contain species that are associated to beech as well as species associated to conifer forests.
By this, hypothetical forest landscapes comprising mixed stands only should be equally (only additive
effects between tree species) or more (additive and interactive effects between tree species) diverse
than a combination of monocultures of the given tree species. If the presence of pure and mixed stand
types at the landscape level supports maximum gamma diversity (e.g., [26]), the different stand types
should harbor characteristic species that either benefit from a gradient of resources in mixtures or from
a higher resource quantity within pure stands [41].

2. Materials and Methods

2.1. Study Regions and Data Sampling

We analyzed data sampled in four regions in Germany (Table 1) ranging from the northern
lowlands in western (Northwestern (NW-)Germany) and eastern Germany (Schorfheide-Chorin) to
mountain areas of central (Solling Hills) and southern Germany (Schwäbische Alb). All four regions
would be naturally dominated by beech (with a small contribution of sessile oak in eastern Germany)
but are currently (co-) dominated by conifers, mainly by pine and spruce (Table 1).

In the four regions, vegetation surveys in 400 m2 plots (20 m × 20 m) were conducted as part of
different research projects covering a range of tree species compositions (for details see, [42–44]). In all
regions, plant species composition was assessed per plot for the tree layer (≥5 m height) and for the
understory (woody species <5 m height and all herbaceous species) by recording the species presence
and their cover value in %. In the study regions Schorfheide-Chorin and Schwäbische Alb, as part of
the Biodiversity Exploratories, the presence of bryophyte and lichen species was additionally recorded
on the ground, on deadwood and on the bark of shrubs and trees up to a height of about 2 m of the
stem on a subset of the vegetation survey plots (for details see [45,46]). In this study, we excluded
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species growing on rocks to minimize potential impacts of local to regional differences in geology and
geomorphology. By focusing on the understory, we may have underestimated the overall cryptogam
species richness by not including species restricted to tree crowns. This bias can be particularly high
for lichen diversity in beech forests [47], but can be neglected for bryophytes [47,48].

Table 1. Characteristics of the study regions. Data are based on information on forest growth regions
and districts provided by Gauer and Aldinger [49].

Northwestern Germany Schorfheide-Chorin Solling Hills Schwäbische Alb

Area ~25,000 km2 ~1300 km2 ~350 km2 ~420 km2

Coordinates 53◦18′ N–53◦39′ N;
8◦30′ E–10◦40′ E

52◦52′ N–53◦12′ N;
13◦37′ E–14◦1′ E

51◦40′ N–51◦50′ N;
9◦26′ E–9◦44′ E

48◦21′ N–48◦31′ N;
9◦13′ E–9◦31′ E

Elevation 0–150 m a.s.l. 3–140 m a.s.l. 300–450 m a.s.l. 460–860 m a.s.l.

Bedrock

Glacial sedimentary
deposits (partly with

loess cover); old
Pleistocene

Glacial series; young
Pleistocene

Red sandstone with
loess cover Jurassic limestone

Predominant soil
type Sandy-podsol-cambisol Cambisol Acid silty loam cambisol Cambisol and leptosol

Mean annual
temperature 8.1–9.3 ◦C 8.2–8.6 ◦C 7.3–7.8 ◦C 5.7–7.6 ◦C

Annual
Precipitation 560–840 mm 555–590 mm 915–1030 mm 843–1096 mm

Potential natural
vegetation Acidic beech forest

Acidic to mesic beech
forests (partly with

sessile oak)
Acidic beech forest Beech forests on

limestone

Tree species
composition

Forest area ~ 27%
Share pine ~ 37%

Spruce ~ 25%
Beech ~ 5%

Other conifers ~ 7%

Forest area ~ 48%
Share pine ~ 69%

Beech ~ 7%
Oak ~ 6%

Forest area ~ 94%
Share spruce ~ 62%

Beech ~ 30%
Oak ~ 8%

Forest area ~ 47%
Share beech ~ 39%

Spruce ~ 38%
Other broadleaves ~ 12%

Investigated forest
types (stand age,
establish-ment)

Pure beech
(76–120 yrs, natural

regeneration)
Pure pine

(51–82 yrs, planted)
Pure Douglas fir

(53–64 yrs, planted)
Beech/pine mixture
(79–161 yrs, beech

planted under pine)
Beech/Douglas fir mixture

(61–98 yrs, Douglas fir
planted in beech

regeneration)

Pure beech
(~70–160 yrs, natural

regeneration)
Pure pine

(~30–70 yrs, planted)
Beech/pine mixture
(46–130 yrs, beech

planted under pine)

Pure beech
(52–150 yrs, natural

regeneration)
Pure spruce

(54–132 yrs, planted)
Beech/spruce mixture

(48–149 yrs, spruce
planted in beech

regeneration gaps)

Pure beech
(~60–100 yrs, natural

regeneration)
Pure spruce

(~40–60 yrs, planted)
Beech/spruce mixture
(~60–100 yrs, spruce

planted in beech
regeneration gaps)

No. of plots 100 278 167 196

For the present analyses, we selected those surveys conducted in pure forest stands of beech or one
conifer tree species and in forest stands representing mixtures of both tree species. In summary, three
tree species combinations were studied: (1) beech and pine and respective mixtures in NW-Germany
and Schorfheide-Chorin); (2) beech and Douglas fir and respective mixtures in NW-Germany;
and (3) beech and spruce with respective mixtures in the regions Solling and Schwäbische Alb (Table 1).
Thereby, plots were selected and classified as pure or mixed based on the species composition of the
tree layer. When either beech or the conifer species had a share of >90% on the accumulated tree
layer cover (=sum of cover values of all species of the tree layer), plots represented pure forest stands.
In mixed stands, beech and conifers had a combined share of >70% on accumulated tree layer cover
with no other tree species exceeding a 10% share. Thus, the mixed forests comprised a large gradient
ranging from beech to conifer dominance (Table A1 in Appendix A). Since we were interested in the
differences between the stand types independent of large-scale anthropogenic or natural disturbances,
only survey plots with a minimum accumulated tree layer cover of 30% were included in this study.
The third region of the Biodiversity Exploratories, the Hainich-Dün (see, [44–46]), was not considered,
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as studied plots mainly covered pure beech stands and mixtures of beech with other broadleaved tree
species, while mixtures with conifers were missing.

In the stands of the regions Solling and NW-Germany, pH values of the upper mineral soil were
measured in 1 M KCl and a soil/solution ratio of 1:2 [42,43]. In Schorfheide-Chorin and Schwäbische
Alb, pH values of the upper mineral soil were determined across the investigated forest stands in
0.01 M CaCl2 using a soil/solution ratio of 1:2.5 [46].

All investigated stands represent regularly thinned (every 5 to 10 years) age class forests.
Beech stands regenerated naturally after repeated shelterwood cuttings mainly on ancient forest sites,
while conifer stands were planted after clear cutting in the past ([42,43,50,51]; Table 1). The mature
mixtures of beech and pine date back to the beginning and middle of the 20th century when beech
was planted into young pure pine stands to improve site conditions [51]. Beech/Douglas fir mixtures
resulted from plantings of Douglas fir saplings into natural beech regeneration of similar age. Due to
the fast growth rate of Douglas fir, these stands developed into two-layered stands. Spruce within
mixtures is generally 15 to 25 years younger than beech and was introduced into beech forest gaps by
planting [52]. Mixtures generally represent single tree to group mixtures of beech with conifers.

Stands of Schwäbische Alb were predominantly in the mature timber stage with beech stands
and beech/spruce mixtures being 60 to 100 years old and pure spruce stands being 40 to 60 years
old. In Solling, stand age ranged from 48 to 150 years with 40% (pure beech) to 60% (pure spruce) of
the plots being younger than 90 years. In NW-Germany, stand age varied between 51 and 161 years
with pure beech stands, beech/pine and beech/Douglas fir mixtures being mainly older than 90 years.
Pure pine and pure Douglas fir stands were younger than 85 and 65 years, respectively. Pure pine
stands in Schorfheide-Chorin were equally distributed between mature and immature timber with
a stand age of ca. 30 to 70 years, while pure beech stands and beech/pine mixtures were almost
exclusively represented by stands in the mature timber stage. While mixed stands were approximately
50 to 70 years (up to 130 years) old, beech stands were mainly older than 70 years up to 160 years
(Tables 1 and A1).

Selected plots were representative for the surrounding forest stands of ca. 0.5 to 4 ha size.

2.2. Data Analysis

Data analyses focused on two main points: (1) the characterization of pure and mixed stands
of each region regarding mean tree layer cover, soil pH, alpha and gamma diversity, the average
number of exclusive species per stand type and an identification of characteristic species per stand
type. (2) The identification of a composition of pure and mixed stands in hypothetical forest landscapes
that can maximize the gamma diversity of vascular plants for the four study regions and additionally
for bryophytes and lichens for the regions Schorfheide-Chorin and Schwäbische Alb. For the latter
regions, we further determined a stand type composition for a maximum combined regional diversity
of vascular plants, bryophytes and lichens.

All analyses were conducted using the R software version 3.5.0 [53]. Nomenclature of vascular
plant species follows Wisskirchen and Haeupler [54], of bryophyte species Koperski et al. [55], and of
lichen species Wirth [56].

2.2.1. Analyzing Differences among Stand Types

Mean tree layer cover and soil pH were compared between pure and mixed stands across all
available plots and soil sampling points within regions using the Kruskal-Wallis-H-test followed by
the Mann-Whitney-U test. All other comparisons for vascular plants were based on 1000 resamplings
of 17 plots per stand type to avoid effects of unequal sample sizes across stand types and regions
on species richness [57]. Thus, from the number of available plots (Table A1) we randomly drew
17 plots per stand type and repeated this 1000 times. We focused on 17 plots to allow for at least
1000 unique plot combinations per region (e.g., for NW-Germany drawing 17 out of 20 plots results
in 1140 unique plot combinations). Alpha diversity was quantified as mean species richness per plot
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per resampling. Gamma diversity represented the accumulated species richness across the 17 plots
per resampling (R package iNEXT version 2.0.12, function ChaoRichness; [58]). For bryophytes and
lichens, we increased the number of randomly drawn plots to the maximum number of plots allowing
for at least 1000 unique plot combinations (i.e., 36 plots for bryophytes (minimum of 9139 unique
combinations) and 22 plots for lichens in Schorfheide-Chorin (minimum of 2300 unique combinations);
26 plots for bryophytes in Schwäbische Alb (minimum of 3654 unique combinations)). For lichens in
Schwäbische Alb, only 12 plots were available (Table A1). We therefore resampled 10 out of 12 plots
up to 66 unique combinations only.

2.2.2. Finding an Optimized Composition of Stand Types for Gamma Diversity of Vascular Plants,
Bryophytes and Lichens

For identifying a composition of pure and mixed stands that can maximize gamma diversity of
vascular plants, bryophytes and lichens, we resampled the same number of pure and mixed stands
(see Section 2.2.1) in a way that all compositional combinations were represented in steps of 10%
with 1000 replications (=hypothetical forest landscapes). In total, we built 66 compositions of stand
types (=66 points in Figure 1) comprising only pure beech, pure conifer or mixed stands (cyan points;
Figure 1) as well as compositions with almost equal proportions of the three stand types (orange
point in Figure 1 with 40% mixed stands (=e.g., 7 of 17 resampled plots) and 30% pure beech and
conifer stands (=e.g., 5 plots each of 17 resampled)). For each composition, gamma diversity was
quantified per resampling using the accumulated species richness across resampled plots. We analyzed
the effect of stand type composition on gamma diversity using general additive models with two
factorial full tensor product spline smoothers with function te (R package mgcv version 1.8-23 [59] and
function gam (gamma diversity ~ te(conifer, beech))). We report R2 and the degrees of freedom based
on the 66,000 replications (66 compositions × 1000 resamplings) or the 4356 replications for lichens
in Schwäbische Alb (66 compositions × 66 resamplings). Ternary diagrams were used to visualize
response surfaces (R package ggtern version 2.2.1 [60]). We inferred for significant differences of
gamma diversity between compositions by pairwise comparisons of resamplings between stand type
compositions with average maximum and average minimum gamma diversity using the two-sided
p < 0.05 (e.g., for the stand type composition with the on average highest gamma diversity at least
975 resamplings resulted in higher gamma diversity compared to the stand type composition with on
average minimum gamma diversity). In the same way we checked for significant differences between
the maximum diversity stand type composition and gamma diversity of 100% pure (pure beech and
pure conifer) and 100% mixed stands.

2.2.3. Quantification of Exclusive Species Numbers per Stand Type

Stand types would contribute to gamma diversity at the landscape level, when they support
exclusive species only occurring in a specific stand type. For mixed stands, if they contain both,
species associated with beech and species associated with conifer stands, we hypothesized that the
number of exclusive species should be low for pure and mixed stand types, when directly contrasted.
To test this, we quantified the number of exclusive species per stand type for each tree species
combination and taxonomic group investigated. Quantification of exclusive species was again based
on 1000 resamplings.
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frequency lower than 20% across resamplings. Specifity was set to 40% to allow for species with 
preferences for two stand types (e.g., when S = 0.4 in a pure and in the mixed stand, both stand types 
cover 80% of the occurrences of a particular species). Characteristic species per stand type were 
determined by pairwise comparisons of calculated indicator values between the pure and the mixed 
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categories according to the forest species list for vascular plants, bryophytes and lichens ranging from 
closed forest species to those preferring open site conditions [63].  

Figure 1. Stand type compositions (66 points) representing all combinations of pure beech, pure conifer
and mixed stands in steps of 10% and arranged within a schematic triangle. The corners represent
hypothetical forest landscapes of 100% pure beech, pure conifer and mixed stands, respectively (cyan
points). Towards the center of the triangle, the three stand types are mixed with the center point (orange
point) representing a composition with 40% mixed, 30% pure beech and 30% pure conifer stands.

2.2.4. Identification of Characteristic Species per Stand Type

The quantification of exclusive species only returns an absolute number of species per stand type
and resampling independent of a species’ general specifity to or frequency in a specific stand type.
To identify vascular plant and cryptogam species that are significantly associated with the investigated
stand types (=characteristic species), we additionally conducted indicator species analyses according
to Dufrêne and Legendre [61] using the R package indicspecies version 1.7.6 and the function strassoc.
This analysis calculates the specifity of a species as the number of occurrences of a species within a
stand type relative to the number of occurrences across all stand types (S = specifity) and the frequency
of the species within the stand type (F = frequency). Multiplying S and F results in an indicator value
between 0 (species not occurring in a specific stand type) and 1 (species occurring exclusively and
always in a specific stand type). Based on resamplings of 17 plots per stand type, we calculated the
values S and F per species and stand type for 1000 times (vascular plants in NW-Germany: 10 plots out
of 20 plots for 1000 times; lichens in Schorfheide-Chorin: 12 plots out of a minimum of 25 plots for 1000
times; lichens in Schwäbische Alb: 6 plots out of a minimum of 12 for 500 times). Multiplying S and F
then calculated the indicator value per species and stand type for all species with S > 0.4 and F > 0.2
in at least one stand type. By this, we excluded species with an average frequency lower than 20%
across resamplings. Specifity was set to 40% to allow for species with preferences for two stand types
(e.g., when S = 0.4 in a pure and in the mixed stand, both stand types cover 80% of the occurrences of a
particular species). Characteristic species per stand type were determined by pairwise comparisons
of calculated indicator values between the pure and the mixed stands (i.e., for two-sided p < 0.05 at
least 975 of 1000 pairwise comparisons showed a larger indicator value for one stand type compared
to the others). Species were characteristic for two stand types when indicator values did not differ
between them but were larger compared to the third stand type. Identified species were categorized
by the environmental Ellenberg indicator values (EIV) for light (L), moisture (M), nutrients (N) and
acidity/reaction (R; [62]). EIV assign vascular plant, bryophyte and lichen species along 9-point scales
with the value 1 representing species indicating deep shade, dry, nutrient poor or acidic conditions [62].
Species were further classified into forest affinity categories according to the forest species list for
vascular plants, bryophytes and lichens ranging from closed forest species to those preferring open
site conditions [63].
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2.2.5. Finding an Optimized Composition of Stand Types for Regional Diversity

To summarize the effect of stand type composition across vascular plants, bryophytes and lichens
for the regions Schorfheide-Chorin and Schwäbische Alb, we quantified multidiversity [64] as a
measure for regional diversity combining the three investigated groups. This regional diversity was
calculated as the average relative diversity of the taxonomic groups weighted by the species number
of the groups (log weighting) to account for general differences in the number of vascular plants,
bryophytes and lichens. When a composition of stand types shows a regional diversity of nearly
100%, then all three groups are equally supported close to the optimum. We analyzed the effect
of stand type composition on regional diversity using general additive models with two factorial
spline smoothers (as we did for single taxa), taking the relative diversity of the taxonomic groups
as response variable and their species number as weight. For regional diversity, we additionally
considered Shannon diversity (ChaoShannon function of the iNEXT R package [58]) which down
weights infrequent species.

3. Results

3.1. Environmental Conditions

Pure conifer stands were characterized by lowest tree layer cover compared to the other stand
types (except for beech/spruce mixtures in Schwäbische Alb), while pure beech stands showed highest
values with no significant difference to beech/pine and beech/Douglas fir mixtures (Figure 2a).

There were no significant differences in soil pH among stand types in NW-Germany (for neither
tree species combination, Figure 2b). For the other regions, pure beech stands showed higher soil pH
values compared to pure pine and beech/pine mixtures in Schorfheide-Chorin and compared to pure
spruce stands in Solling and Schwäbische Alb. Pure beech and beech/spruce mixtures showed no
significant differences.
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3.2. Diversity Patterns of Vascular Plants  
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Figure 2. (a) Tree layer cover and (b) soil pH for pure and mixed stands sampled in four regions across
Germany. Diagrams are arranged according to the considered tree species combination. Tree layer
cover is based on the number of vegetation survey plots listed in Table A1. Soil pH is based on the
following sample sizes: S-C: beech n = 139, pine n = 60, mix n = 76; NW (both combinations): n = 10
per forest type; SO: beech n = 23, spruce n = 24, mix n = 47; ALB: beech n = 87, spruce n = 53; mix n =
32. Different lowercase letters mark significant differences between stand types within regions (S-C:
Schorfheide-Chorin, NW: Northwestern Germany, SO: Solling, ALB: Schwäbische Alb).

3.2. Diversity Patterns of Vascular Plants

Alpha diversity of vascular plants was highest for all conifer stands with no significant difference
to pure beech stands in Schorfheide-Chorin and to mixed stands in Schwäbische Alb. Beech/pine
mixtures showed lowest values in both study regions, whereas diversity values of beech/Douglas fir
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and beech/spruce mixtures were intermediate (Table 2). Within mixtures, different proportions of the
two tree species had only small effects on alpha diversity (Figure A1). Species richness slightly
decreased with an increasing proportion of beech compared to pine in Schorfheide-Chorin and
compared to spruce in Solling.

Gamma diversity patterns were similar with highest values for pure conifer stands across regions
and tree species combinations except for Schorfheide-Chorin. For all regions, mixtures showed lower
gamma diversity than at least one of the pure stand type (Table 2). Mixtures of beech and pine showed
lowest gamma diversity values, whereas mixtures of beech and Douglas fir/spruce were intermediate
between the respective pure stands.

Table 2. Alpha and gamma diversity (species richness) of vascular plants in pure beech, pure conifer
and mixed stands (=corners of the triangle in Figure 1), and the composition of pure and mixed stands
within hypothetical forest landscapes that supports maximum and minimum gamma diversity of
vascular plants. Given are mean values of the 1000 resamplings based on 17 plots per resampling.
Minimum and maximum resampling values are given in parenthesis a.

Beech/Pine (Be/Pi) Beech/Douglas
fir (Be/Dgl) Beech/Spruce (Be/Spr)

Region Schorfheide-Chorin Northwestern Germany Solling Schwäbische Alb

n 17 17 17 17 17

Alpha Diversity

Beech 14.0a
(7.2–20.8)

9.0b
(6.7–10.2)

8.9c
(6.7–10.2)

10.4c
(6.1–14.8)

22.5b
(16.8–28.8)

Conifer 15.9a
(13.1–18.7)

18.8a
(17.8–19.8)

21.4a
(18.6–23.4)

26.1a
(20.7–31.8)

36.9a
(25.8–48.7)

Mixed 8.6b
(4.9–13.1)

7.1c
(6.1–8.0)

14.7b
(11.9–16.7)

17.7b
(11.6–23.6)

33.1a
(25.7–40.6)

Gamma Diversity

Beech 71.2a
(49–94)

53.3b *
(41–56)

53.2c *
(41–56)

40.9c *
(22–56)

87.7c *
(60–114)

Conifer 64.5ab
(48–83)

60.9a
(54–64)

78.9a
(67–83)

77.4a
(62–88)

153.5a
(117–187)

Mixed 49.0b *
(29–64)

39.0c *
(30–42)

66.2b *
(44–70)

61.6b*
(43–78)

123.7b *
(101–148)

Stand Type Composition
Maximum gamma

diversity
60%Be-40%Pi-

0%Mix
40%Be-60%Pi-

0%Mix
0%Be-100%Dgl-

0%Mix
0%Be-100%Spr-

0%Mix
0%Be-100%Spr-

0%Mix
74.8

(49–97)
61.8

(47–76)
78.9

(67–83)
77.4

(62–88)
153.5

(117–187)
Minimum gamma

diversity
0%Be-0%Pi-

100%Mix
0%Be-0%Pi-

100%Mix
100%Be-0%Dgl-

0%Mix
100%Be-0%Spr-

0%Mix
100%Be-0%Spr-

0%Mix
49.0 *

(29–64)
39.0 *

(30–42)
53.2 *

(41–56)
40.9 *

(22–56)
87.7 *

(60–114)
a Significant difference among stand types and among stand type compositions was inferred by pairwise
comparisons of resamplings (i.e., for two-sided p < 0.05 at least 975 of 1000 comparisons showed larger values for
one stand type compared to the other). Different lowercase letters mark significant differences in alpha and gamma
diversity among the three stand types. * marks a significant difference to the landscape composition supporting
maximum gamma diversity.

The composition approach showed that pure stand types supported a maximum gamma diversity
of vascular plants (Figure 3a–e, Table 2). This accounted either for a combination of pure beech and
pure pine stands (Figure 3a,b) or for pure Douglas fir or spruce stands only (Figure 3c–e). Maximum
gamma diversity was significantly higher compared to the gamma diversity of a hypothetical landscape
composed of mixed stands only (Table 2). On average beech/pine mixtures reduced the diversity of
vascular plants by 34.5% (Schorfheide-Chorin) to 36.9% (NW-Germany) compared to the maximum,
whereas the beech/Douglas fir mixture showed a reduction by 16.1% and the beech/spruce mixtures
by 19.4% (Schwäbische Alb) to 20.4% (Solling). In both regions with pure pine stands, beech/pine
mixtures supported minimum gamma diversity. For the Douglas fir and spruce combinations, 100%
pure beech stands were least diverse. Maximum and minimum values were comparable among
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regions with acidic soil conditions (see Figure 2b), but were twice as much for the Schwäbische Alb on
limestone. Nevertheless, the latter region showed a similar diversity pattern compared to Solling with
the same tree species combination (Figure 3d,e).
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Figure 3. Gamma diversity (species richness) of vascular plants along compositional gradients of pure
beech (Be), pure conifer (Pi = Pine, Dgl = Douglas fir, Spr = Spruce) and mixed stands (Mix) for (a)
Schorfheide-Chorin (S-C), (b,c) Northwestern Germany (NW), (d) Solling (SO), (e) Schwäbische Alb
(ALB). The stand type composition was varied in steps of 10% using 1000 resamplings of 17 plots
per step (66 unique stand type compositions). The diversity response to stand type composition is
characterized by R2 and estimated degrees of freedom (edf). Labelled dots mark the maximum (orange)
and minimum (light blue) gamma diversity.

Stand type composition patterns for maximum diversity are in line with detected exclusive species
numbers (Figure 4). While beech/pine mixtures had on average 6.5 (Schorfheide-Chorin) and 7.6
(NW-Germany) exclusive species per resampling when compared to the respective pure stands, pure
pine stands supported on average 19.5 and 19.3 exclusive species. Mean exclusive species numbers of
pure beech stands (26.5 species in Schorfheide-Chorin, 12.1 species in NW-Germany) also exceeded
numbers of beech/pine mixtures.

When compared with pure spruce stands and beech/spruce mixtures, pure beech stands
supported the lowest number of exclusive species (with no significant difference to mixtures).
In general, the conifer stands on acidic sites (see Figure 2b) showed a remarkable constancy in
exclusive species numbers across tree species ranging from on average 18.3 (Douglas fir) to 21.3
(spruce in Solling) exclusive species per resampling. On calcareous soils of Schwäbische Alb, stand
types had twice as much exclusive species compared to the acidic Solling region. As the number of
exclusive species characterizes resamplings (n = 17), numbers may change with increasing sampling
completeness [65] indicating instable gamma diversity patterns. However, differences in exclusive
species numbers remained relatively stable among stand types with an increasing number of resampled
plots (Figure A2). Pure spruce stands of Schwäbische Alb and beech/Douglas fir mixtures showed
a steady increase in exclusive species numbers with sampling effort. Thus, the detected stand type
composition pattern for Schwäbische Alb even intensified with a higher number of resampled plots
(Figure A3). A gamma diversity comparison of stand type combinations with pure Douglas fir stands



Forests 2019, 10, 73 11 of 34

and beech/Douglas fir mixtures, though, seems to require a higher sampling effort than covered by
the present study.

Threatened or protected vascular plant species mainly occurred in the Schwäbische Alb and
showed no significant response to stand type composition (Figure A4a,d; Table A2).
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Figure 4. Mean number of exclusive species in pure beech, pure conifer and mixed stands of the
four study regions based on pairwise comparisons of 1000 resamplings of 17 plots per stand type
and region. Error bars indicate the 95% quantile of resamplings. Diagrams are arranged according to
the considered tree species combination. Different lowercase letters indicate significant differences
among stand types within regions (i.e., at least 975 of 1000 pairwise comparisons showed higher
number of exclusive species of one stand type compared to the others), S-C: Schorfheide-Chorin, NW:
Northwestern Germany, SO: Solling, ALB: Schwäbische Alb.

3.3. Diversity Patterns of Bryophytes and Lichens

Stand types of Schorfheide-Chorin showed no significant difference in alpha or gamma diversity
for bryophytes and lichens (Table 3). The share of beech and pine on the tree layer within mixtures
also had no effect on alpha diversity of both taxonomic groups (Figure A5). Similar to vascular plants,
maximum mean gamma diversity per resampling was detected for a combination of pure beech and
pure pine stands within a landscape but with no significant difference to the minimum (=100% mixed
stands for bryophytes and 100% pure pine stands for lichens; Figure 5a,c).

In Schwäbische Alb, we found highest alpha diversity of bryophytes in conifer stands and
highest alpha diversity of lichens in beech stands. The share of beech and spruce within mixtures
had no significant effect on alpha diversity of both taxonomic groups (Figure A5). At the landscape
scale, an equal share of pure beech and pure spruce stands supported maximum gamma diversity of
bryophytes (Figure 5b). Hypothetical landscapes composed of 100% mixed stands or 100% pure spruce
stands were significantly less diverse (Table 3). Lichens showed a clear minimum in a pure conifer
landscape and were mainly associated with beech stands (Figure 5d). A mean maximum diversity was
detected for a combination of 90% pure beech and 10% pure spruce stands, but with no difference to a
landscape composed of 100% pure beech stands.
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Table 3. Alpha and gamma diversity (species richness) of bryophytes and lichens in pure beech, pure
conifer and mixed stands (=corners of the triangel in Figure 1), and the composition of pure and
mixed stands that supports maximum and minimum gamma diversity of bryophytes and lichens
in Schorfheide-Chorin and Schwäbische Alb. Given are mean values of 1000 resamplings based on
the number of plots (n) per resampling. Minimum and maximum resampling values are given in
parenthesis.a

Schorfheide-Chorin
(Beech(Be)/Pine(Pi))

Schwäbische Alb
(Beech(Be)/Spruce(Spr))

Bryophytes Lichens Bryophytes Lichens

n 36 22 26 10

Alpha Diversity

Beech 9.8b
(8.8–10.9)

5.0a
(3.8–6.3)

13.4b
(11.3–15.7)

19.5a
(15.4–24.0)

Conifer 11.2a
(10.8–11.7)

5.4a
(5.0–5.8)

16.1a
(14.1–17.8)

9.0c
(6.8–11.4)

Mixed 10.7ab
(9.9–11.7)

5.5a
(4.6–6.4)

14.1b
(13.0–14.9)

15.1b
(12.7–17.4)

Gamma Diversity

Beech 38.0a
(29–48)

20.9a
(12–32)

60.7a
(49–69)

55.7a
(44–64)

Conifer 38.1a
(35–39)

17.5a
(15–18)

57.0a *
(50–63)

30.6b *
(23–37)

Mixed 36.1a
(31–38)

19.0a
(13–22)

58.8a *
(53–60)

49.7a
(41–54)

Stand Type Composition
Maximum gamma

diversity
50%Be-50%Pi-

0%Mix
60%Be-40%Pi-

0%Mix
50%Be-50%Spr-

0%Mix
90%Be-10%Spr-

0%Mix
41.3

(34–50)
21.6

(15–31)
68.7

(57–79)
55.7

(44–67)
Minimum gamma

diversity
0%Be-0%Pi-

100%Mix
0%Be-100%Pi-

0%Mix
0%Be-100%Spr-

0%Mix
0%Be-100%Spr-

0%Mix
36.1

(31–38)
17.5

(15–18)
57.0

(50–63)
30.6

(23–37)
a Significant differences among stand types and minimum and maximum diversity stand type combinations were
inferred by pairwise comparison of resamplings (i.e., for two-sided p < 0.05 at least 975 of 1000 comparisons showed
larger values for one stand type compared to the others). For lichens in Schwäbische Alb only 10 out of 12 plots were
resampled up to 66 times. Different lowercase letters mark significant differences in alpha and gamma diversity
among the three stand types. * marks a significant difference from the stand type composition supporting maximum
gamma diversity.

Mixed stands showed the lowest number of exclusive bryophyte species in Schorfheide-Chorin
(with no significant difference to exclusive species numbers in pure beech stands) and Schwäbische Alb
(Figure 6). For Schorfheide-Chorin, the total pool of exclusive bryophyte species within pure stands
has not been reached yet, indicating a stabilization of the detected stand type composition pattern
with increasing sampling effort (Figure A6). For lichens, beech stands showed the highest number of
exclusive species, but with no significant difference to pure pine stands in Schorfheide-Chorin and to
mixed stands in Schwäbische Alb.

Threatened and protected species of bryophytes and lichens rarely occurred in surveyed plots
of Schorfheide-Chorin (in less than 20% of surveyed plots per stand type) not allowing for a robust
resampling (Tables A3 and A4). In Schwäbische Alb, threatened and protected lichen species responded
similarly as overall lichen diversity to stand type composition (Figure A4c,f). Threatened bryophyte
species were promoted by a high share of pure beech stands (Figure A4b) or by pure beech and pure
spruce stands when single occurrences were not considered (Shannon diversity, Figure A4e).
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Figure 5. Gamma diversity (species richness) of bryophytes (a,b) and lichens (c,d) along compositional
gradients of pure beech (Be), pure conifer (Pi = Pine, Spr = Spruce) and mixed stands (Mix) in
Schorfheide-Chorin (S-C; (a,c)) and Schwäbische Alb (ALB; (b,d)). The stand type composition was
varied in steps of 10% using 1000 resamplings of 36 (bryophytes S-C), 26 (bryophytes ALB), 22 (lichens
S-C) plots per step (66 unique stand type compositions). For lichens of ALB 10 plots out of 12 were
resampled for 66 times. The diversity response to stand type composition is characterized by R2 and
estimated degrees of freedom (edf). Labelled dots mark the maximum (orange) and minimum (light
blue) gamma diversity.Forests 2019, 10, x FOR PEER REVIEW 14 of 35 

 

 

Figure 6. Mean number of exclusive bryophyte and lichen species in pure beech, pure conifer and 
mixed stands of Schorfheide-Chorin (S-C) and Schwäbische Alb (ALB) based on pairwise 
comparisons of 1000 resamplings of plots per stand type and region (number of resampled plots see 
Table 3). Error bars indicate the 95% quantile of resamplings. Different lowercase letters indicate 
significant differences among stand types within regions (i.e., at least 975 of 1000 pairwise 
comparisons showed higher number of exclusive species of one stand type compared to the others). 

3.4. Characteristic Species within Stand Types. 

While differences in exclusive species numbers among stand types can explain the contribution 
of each stand type to gamma diversity, this measure gives no information on the identity of species 
or their specifity to or frequency in a stand type. Using indicator species analyses, we therefore 
identified those species that were significantly more strongly associated with one or two stand types 
compared to the third (see Tables 4–6). These characteristic species were presumably often exclusive 
per resampling in the specific stand type. 

Among vascular plants, we found no characteristic species for mixed stands compared to both 
pure stands except for Pteridium aquilinum in NW-Germany when compared to pure beech and pine 
stands. The same species, though, characterized pure pine stands in Schorfheide-Chorin. In contrast, 
25 species were significantly more strongly associated with pure conifer stands compared to pure 
beech and mixed stands across regions and tree species combinations (Table 4). In addition, 19 species 
were characteristic for mixed and pure conifer stands at the same time compared to pure beech stands 
in at least one region (=C/M; Table 4).  

Despite a high number of exclusive species in beech stands of Schorfheide-Chorin, only few 
species occurred with a sufficient average frequency of more than 20% per resampling to be 
categorized as being characteristic for beech stands in Schorfheide-Chorin. However, six recorded 
species (including Anemone nemorosa) were significantly more strongly associated with beech stands 
compared to pure pine stands and beech/pine mixtures. Compared to pure spruce stands and 
beech/spruce mixtures, no species was significantly more strongly associated with beech stands. With 
A. nemorosa and A. ranunculoides, two species were associated with pure beech stands and with 
beech/spruce mixtures (B/M; Table 4). 

Species characteristic of pure conifer stands are more light demanding (higher mean light 
indicator value) compared to species of beech stands or compared to species also associated with 
mixtures. A lower share of species closely associated to forests also characterizes them (=forest 
affinity categories). Species assigned to the categories 1.1 (closed forests species) and 1.2 (species of 
edges and clearings) within the list of forest species [63] made up 24% among conifer associated 
species, 80% among beech associated species and 50% among those species also associated with 
mixtures in at least one region (Table 4). 

Figure 6. Mean number of exclusive bryophyte and lichen species in pure beech, pure conifer and
mixed stands of Schorfheide-Chorin (S-C) and Schwäbische Alb (ALB) based on pairwise comparisons
of 1000 resamplings of plots per stand type and region (number of resampled plots see Table 3).
Error bars indicate the 95% quantile of resamplings. Different lowercase letters indicate significant
differences among stand types within regions (i.e., at least 975 of 1000 pairwise comparisons showed
higher number of exclusive species of one stand type compared to the others).
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3.4. Characteristic Species within Stand Types

While differences in exclusive species numbers among stand types can explain the contribution of
each stand type to gamma diversity, this measure gives no information on the identity of species or
their specifity to or frequency in a stand type. Using indicator species analyses, we therefore identified
those species that were significantly more strongly associated with one or two stand types compared to
the third (see Tables 4–6). These characteristic species were presumably often exclusive per resampling
in the specific stand type.

Among vascular plants, we found no characteristic species for mixed stands compared to both
pure stands except for Pteridium aquilinum in NW-Germany when compared to pure beech and pine
stands. The same species, though, characterized pure pine stands in Schorfheide-Chorin. In contrast,
25 species were significantly more strongly associated with pure conifer stands compared to pure
beech and mixed stands across regions and tree species combinations (Table 4). In addition, 19 species
were characteristic for mixed and pure conifer stands at the same time compared to pure beech stands
in at least one region (=C/M; Table 4).

Despite a high number of exclusive species in beech stands of Schorfheide-Chorin, only few species
occurred with a sufficient average frequency of more than 20% per resampling to be categorized as
being characteristic for beech stands in Schorfheide-Chorin. However, six recorded species (including
Anemone nemorosa) were significantly more strongly associated with beech stands compared to pure
pine stands and beech/pine mixtures. Compared to pure spruce stands and beech/spruce mixtures,
no species was significantly more strongly associated with beech stands. With A. nemorosa and
A. ranunculoides, two species were associated with pure beech stands and with beech/spruce mixtures
(B/M; Table 4).

Species characteristic of pure conifer stands are more light demanding (higher mean light indicator
value) compared to species of beech stands or compared to species also associated with mixtures.
A lower share of species closely associated to forests also characterizes them (=forest affinity categories).
Species assigned to the categories 1.1 (closed forests species) and 1.2 (species of edges and clearings)
within the list of forest species [63] made up 24% among conifer associated species, 80% among beech
associated species and 50% among those species also associated with mixtures in at least one region
(Table 4).

Table 4. Vascular plant species associated with pure conifer (C), pure beech (B) or mixed stands (M) in
the four investigated regions based on indicator species analyses. a S-C = Schorfheide-Chorin, NW =
Northwestern Germany, SO = Solling, ALB = Schwäbische Alb. Species order follows a decreasing
Ellenberg indicator value (EIV) for light (L); x = indifferent species; Ø = mean EIV values.

Characteristic Species of
Beech/Pine Beech/

Douglas Fir Beech/Spruce EIV
FA

S-C NW NW SO ALB L M R N

pure conifer stands
Calluna vulgaris C 8 x 1 1 2.1

Epilobium angustifolium C C 8 5 5 8 1.2
Rumex acetosella C 8 3 2 2 2.2

Rubus fruticosus agg. b C C 7.7 5.0 4.8 4.6 2.1
Agrostis capillaris C 7 x 4 4 2.1

Betula pendula C C 7 x x x 2.1
Cirsium palustre C 7 8 4 3 2.1

Digitalis purpurea C 7 5 3 6 1.2
Galeopsis tetrahit C 7 5 x 6 2.1

Galium mollugo agg. c C 7 5 7 5 2.2
Galium saxatile C C 7 5 2 3 2.1
Molinia caerulea C 7 7 x 2 2.1
Pinus sylvestris C 7 x x x 2.1
Quercus robur C 7 x x x 2.1
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Table 4. Cont.

Characteristic Species of
Beech/Pine Beech/

Douglas Fir Beech/Spruce EIV
FA

S-C NW NW SO ALB L M R N

Taraxacum sect. Ruderalia C 7 5 x 8 2.1
Cerastium holosteoides C 6 5 x 5 2.2

Frangula alnus C 6 8 4 x 2.1
Myosotis sylvatica C 6 5 x 7 1.2

Stellaria media C 6 x 7 8 2.2
Veronica officinalis C 6 4 3 4 2.1

Ceratocapnos claviculata C 5 5 3 6 1.2
Dryopteris carthusiana C 5 x 4 3 2.1
Epilobium montanum C 4 5 6 6 2.1
Athyrium filix-femina C 3 7 x 6 1.1
Galium rotundifolium C 2 5 5 4 1.1

Ø 6.3 5.4 4.1 4.8

pure stands
Moehringia trinervia C/B 4 5 6 7 1.1

pure beech stands
Carex pilulifera B 5 5 3 3 2.1
Viola riviniana B 5 4 4 x 1.1

Impatiens parviflora B 4 5 x 6 1.1
Milium effusum B 4 5 5 5 1.1

Carex remota B 3 8 x x 1.1
Ø 4.2 5.4 4.0 4.7

pure and mixed stands in
at least one region

Urtica dioica C/M x 6 7 9 2.1
Euphorbia cyparissias C/M 8 3 x 3 2.1
Hypericum perforatum C/M 7 4 6 4 2.1

Rubus idaeus C C/M C/M 7 x x 6 1.2
Sambucus nigra C/M 7 5 x 9 2.1

Sambucus racemosa C/M 6 5 5 8 2.1
Deschampsia flexuosa C C C/M C 6 x 2 3 2.1
Pteridium aquilinum C M 6 5 3 3 1.1

Sorbus aucuparia C C C/M C C 6 x 4 x 2.1
Geranium robertianum C/M 5 x x 7 2.1

Picea abies C/M C/M 5 x x x 2.1
Trientalis europaea C C/M C 5 x 3 2 1.1

Vaccinium myrtillus C/M C C C 5 x 2 3 2.1
Dryopteris dilatata C C/M C/M 4 6 x 7 1.1

Impatiens noli-tangere C/M 4 7 7 6 1.1
Mycelis muralis C/M C C/M 4 5 x 6 2.1

Abies alba C/M 3 x x x 1.1
Pseudotsuga menziesii d C/M 3 6 3 3 1.1

Oxalis acetosella C/M 1 5 4 6 1.1
Anemone nemorosa B B/M x 5 x x 1.1

Anemone ranunculoides B/M 3 6 8 8 1.1
Fagus sylvatica B/M B/M 3 5 x x 1.1

Ø 5.4 5.2 4.7 5.6
a Species selection was restricted to species with a mean specifity of S > 40% and a mean frequency of F > 20% per
resampling in at least one stand type. A significant association is based on pairwise comparisons of indicator values
(=S × F) among stand types across resamplings (e.g., for a species characteristic of pure conifer stands (C), indicator
values were higher in 975 of 1000 resamplings for conifer stands compared to beech and mixed stands; B = species
characteristic for beech stands; M = characteristic in mixed stands). Species with higher indicator values in one
pure and the mixed stand were categorized as conifer/mixed (C/M) or beech/mixed characteristic species (B/M);
Ellenberg indicator values (EIV) for light (L), moisture (M), reaction/acidity (R) and nutrients (N). Forest affinity
(FA; 1.1 = species of closed forests, 1.2 = species of edges and clearings, 2.1 = species of forests and open sites, 2.2 =
species predominantly in open sites). b indicator values represent the mean of all Rubus species assigned to this
taxonomic aggregate. c indicator values for Galium album as the most common species of this aggregate used. d

Indicator values according to Landolt et al. [66] adjusted to the Ellenberg-scale.

Twelve bryophyte species were characteristic of pure conifer stands compared to the other stand
types in at least one region, while four species were characteristic of pure beech stands. Ten species
were also associated with mixed stands in combination with one of the pure stand types (C/M and
B/M: 5 species each). Most of the identified bryophyte species are able to grow on different substrates.
Among species that were significantly more strongly associated with pure beech stands or beech stands
and mixtures, four species do not use soil as substrate (Table 5).
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Characteristic lichen species of pure and mixed stands were mainly identified for Schwäbische Alb
(Table 6). For this region, three species were significantly more strongly associated with conifer stands
and four species with beech stands. Five additional species were characteristic in pure beech stands and
beech/spruce mixtures compared to pure spruce stands. In Schorfheide-Chorin, three lichen species
were associated with mixed stands in combination with one pure stand type. All identified lichen
species grow either epiphytic or on deadwood. However, 80% of the identified species associated with
beech either in pure stands or in mixtures are obligatory epiphytes. For the five species that were more
strongly associated with conifers, only two are obligatory epiphytes.

Differences in light indicator values among stand types for characteristic cryptogam species are
not as pronounced as for vascular plants (see Tables 5 and 6). However, conifer associated cryptogam
species supported a lower share of closely associated forest species (categories 1.1 and 1.2; 26.7%)
compared to characteristic species of pure beech (37.5%) or of pure and mixed stands (38.8%).

Table 5. Bryophyte species associated with pure conifer, pure beech or mixed stands in
Schorfheide-Chorin (S-C) and Schwäbische Alb (ALB). For details see Table 4. SUB gives the preferred
substrate species grow on (S = soil, B = bark, D = deadwood) as listed by Schmidt et al. [63]. Rocks as
substrate was not included. * marks threatened and protected species (see Table A3).

Characteristic Species of
Beech/Pine Beech/Spruce EIV

FA SUB
S-C ALB L M R

pure conifer stands
Hypnum jutlandicum C 7 2 2 2.1 S,B,D
Lophocolea bidentata C 7 6 5 2.1 S,B,D

Rhytidiadelphus squarrosus C 7 6 5 2.2 S,D
Hylocomium splendens * C 6 4 5 2.1 S,D

Pleurozium schreberi C C 6 4 2 2.1 S,D
Scleropodium purum C C 6 4 5 2.1 S,D

Dicranella heteromalla C 5 4 2 2.1 S,B,D
Eurhynchium angustirete C 5 4 7 1.1 S,B,D

Orthodontium lineare C 4 5 2 2.1 S,B,D
Plagiochila asplenioides * C 4 6 6 1.1 S,D
Plagiomnium undulatum C 4 6 6 2.1 S,B,D
Thuidium tamariscinum C 4 6 4 2.1 S,B,D

Ø 5.4 4.8 4.3

pure beech stands
Amblystegium subtile * B 7 5 6 1.1 B
Atrichum undulatum B 6 6 4 2.1 S,D
Dicranum montanum B 6 5 2 2.1 S,B,D

Isothecium alopecuroides * B 5 5 6 1.1 S,B,D
Ø 6.0 5.3 4.5

pure and mixed stands in at
least one region

Rhytidiadelphus triquetrus * C/M 7 4 5 2.1 S,D
Dicranum polysetum C C/M 6 4 5 2.1 S
Dicranum scoparium C/M 5 4 4 2.1 S,B,D
Herzogiella seligeri C/M 5 5 4 1.1 S,B,D

Rhytidiadelphus loreus C/M 4 6 3 1.1 S,D
Frullania dilatata * B/M 8 4 5 2.1 B

Radula complanata * B/M 7 5 7 2.1 S,B,D
Pterigynandrum filiforme B/M 6 5 4 1.1 B

Metzgeria furcata * B/M 5 4 6 2.1 S,B,D
Ulota bruchii * B/M 4 5 4 2.1 B,D

Ø 5.7 4.6 4.7
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Table 6. Lichen species associated with pure conifer, pure beech and mixed stands in Schorfheide-Chorin
(S-C) and Schwäbische Alb (ALB). For details see Table 4. nd = no data available. SUB gives the preferred
substrate species grow on (B = bark, D = deadwood) as listed by Schmidt et al. [63]. Rocks as substrate
was not included. * marks threatened and protected species (see Table A4).

Characteristic Species of
Beech/Pine Beech/Spruce EIV

FA SUB
S-C ALB L M R N

pure conifer stands
Platismatia glauca C 7 5 2 2 1.1 B,D

Scoliciosporum chlorococcum C 6 3 3 6 2.1 B
Micarea prasina C 3 4 4 4 1.1 B,D

Ø 5.3 4.0 3.0 4.0

pure beech stands
Xanthoria polycarpa B 7 3 7 8 2.1 B,D
Arthonia radiata * B 3 4 5 4 1.1 B

Lecanora subcarpinea * B nd nd nd nd 2.2 B
Lecanora subrugosa * B nd nd nd nd 2.1 B

Ø 5.0 3.5 6.0 6.0

pure and mixed stands in at
least one region

Lecanora conizaeoides C/M 7 3 2 5 2.2 B
Hypocenomyce scalaris C/M 6 3 2 2 2.1 B,D

Lecanora chlarotera B/M 6 3 6 5 2.2 B
Phlyctis argena B/M 5 3 4 5 2.1 B

Pertusaria leioplaca * B/M 4 4 5 2 1.1 B
Graphis scripta * B/M 3 4 5 3 1.1 B

Porina aenea B/M 3 4 5 4 1.1 B
Arthonia spadicea B/M 2 4 4 3 1.1 B,D

Ø 4.5 3.5 4.1 3.6

3.5. Composition of Stand Types for Highest Regional Diversity

Combining gamma diversity of the three investigated taxonomic groups into a regional diversity
measure for Schorfheide-Chorin and Schwäbische Alb resulted in an optimized stand type composition
for biodiversity of 50% pure beech and 50% pure pine stands or 60% pure spruce and 40% pure beech
stands, respectively (Figure 7).Forests 2019, 10, x FOR PEER REVIEW 19 of 35 
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Figure 7. Regional diversity (species richness) in % for (a) Schorfheide-Chorin and (b) Schwäbische
Alb combining vascular plants, bryophytes and lichens along compositional gradients of pure beech
(Be), pure conifer (Pi = Pine, Spr = Spruce) and mixed stands (Mix). The stand type composition was
varied in steps of 10% using 1000 resamplings of 22 plots per step for Schorfheide-Chroin and using
66 resamplings of 10 plots per step for Schwäbische Alb. The regional diversity quantifies the mean
relative gamma diversity of taxonomic groups accounting for the absolute diversity within groups
(log weighting of diversity). Labelled dots mark the maximum (orange) and minimum (light blue)
regional diversity.



Forests 2019, 10, 73 18 of 34

With 99.7% of regional diversity, a combination of pure beech and pure pine stands supported
almost the total diversity of the three groups that was sampled in Schorfheide-Chorin, whereas a
hypothetical forest landscape with 100% mixed stands reduced the maximum diversity by 19.8%.
100% pine stands supported a regional diversity of 86.1% (−13.6% of maximum gamma diversity),
a hypothetical pure beech landscape of 93.8% (−5.9%). For Schwäbische Alb, a maximum regional
diversity of 93.3% was reached. 100% mixed stands reduced the maximum diversity by 7.3%.
This reduction was lower compared to hypothetical forest landscapes of 100% pure beech (−14.9%) or
100% pure spruce stands (−12.7%). Results for both regions were consistent for Shannon diversity
(=down-weighting of infrequent species) with a slight shift of maximum diversity towards a higher
share of pure beech stands in Schorfheide-Chorin (optimized composition of 40% pure pine and 60%
pure beech stands; Figure A7).

4. Discussion

In contrast to our expectations we did not find higher gamma diversity in mixed compared to
pure stands showing that neither additive nor interactive effects between the investigated tree species
within a stand promoted the diversity of vascular plants, bryophytes or lichens better than pure stands.
For no investigated taxonomic group, study region or tree species combination, a hypothetical forest
landscape composed of only mixed stands was significantly more diverse than a landscape composed
only of pure stands of a single or of different tree species. This was also the case for threatened and
protected species. In addition, we found no stand type combination supporting maximum gamma
diversity that included a share of mixed stands.

In the following, we discuss our findings for the different taxonomic groups separately and end
with findings on regional diversity combining the investigated groups.

4.1. An Optimized Stand Type Composition for Vascular Plant Diversity

Pure beech and pure pine stands showed a certain degree of complementarity between their
species assemblages (compare [65]). Thus, mixing of beech and pine stands at the landscape scale
is effective for the gamma diversity of vascular plants (landscape scale diversity), mixing the two
tree species at the stand level (=stand scale mixture) led to a reduced gamma diversity. Species that
were more associated with beech stands (e.g., Anemone nemorosa, Carex remota, Milium effusum and
the neophyte Impatiens parviflora) are species of closed forests, whereas species characteristic of pine
stands can occur both in forests and at open sites (e.g., Rubus fruticosus agg.) or at edges and clearings
(e.g., Epilobium angustifolium). Thus, differences in canopy cover and consequently light availability
are most likely responsible for the detected complementarity between beech and pine stands in the
study regions Schorfheide-Chorin and NW-Germany. In addition, species such as Calluna vulgaris
or Vaccinium myrtillus, characteristic for pine stands, are adapted to nutrient deficient habitats and
may be relict species of former agricultural and heathland management of sites now dominated by
pine [43]. Some characteristic species of beech stands, on the other hand, have been identified as ancient
woodland indicators for northern Germany (e.g., Carex remota, Milium effusum, Viola riviniana, [67]).
While pure pine stands supported a higher gamma diversity of vascular plants in NW-Germany than
pure beech stands, the latter were more diverse than pine stands in Schorfheide-Chorin. In the latter
region, beech stands often grow on slightly more favorable soil conditions compared to pine and
benefit from a heterogeneous geomorphology of the young Pleistocene landscape [68] compared to the
homogeneous sandy sedimentations across northwestern Germany.

For both regions, though, beech/pine mixtures resulted in minimum gamma diversity. Vegetation
composition in mixtures of beech and pine has already been described as being similar to beech due to
the competitive strength of beech with no differences in the overall species pool [13,69]. Our results,
however, show that beech/pine mixtures can neither accumulate beech and pine associated species
nor can they fulfill the habitat function of pure beech stands. In a mixture with pine, beech trees may
benefit from the lower intraspecific competition [70] and respond with an increased horizontal crown
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expansion leading to higher structural heterogeneity [71] as well as light absorption [72]. While an
optimized use of canopy space can increase forest productivity or maintain a moist microclimate
supporting decomposition processes or mitigating effects of global warming (summarized in [73]),
the reduced light availability is detrimental for the understory diversity in the studied regions.
In addition, belowground complementarity of the two tree species may negatively affect understory
diversity. Brassard et al. [27] showed that mixtures of complementary tree species (e.g., early and
late-successional, coniferous and deciduous species) enhance fine-root productivity by a more complete
filling of the environment, including a higher horizontal volume filling [74,75]. This may increase
root competition for the understory. The species that are partly associated with beech/pine mixtures
in the two regions, Vaccinium myrtillus, Pteridium aquilinum, can grow in nutrient deficient habitats.
In addition, Pteridium aquilinum indicates disturbances. Thus, the unidirectional loss of plant species in
mixtures that are associated with both, pure beech and pure pine stands, indicates negative interactive
effects among the tree species on a neighborhood scale that can decrease vascular plant understory
diversity up to 37%.

No complementarity effects on species assemblages were found for tree species combinations with
beech and spruce. Hypothetical forest landscapes of only pure spruce stands supported maximum
gamma diversity in both study regions independent of soil type. This shows that pure spruce stands
can support almost the total pool of vascular plant species associated with the investigated tree species
within the regions. In contrast to Máliš et al. [76], our results give no evidence for a negative effect on
typical beech forest species in the understory by pure spruce stands neither on acidic nor on calcareous
soils. In fact, we found the lowest number of exclusive species within beech stands when contrasted
to spruce stands and beech/spruce mixtures. Anemone nemorosa and A. ranunculoides were the only
species mainly associated with beech both in pure stands and in mixtures (B/M in Table 4). Both spring
geophytes are adapted to the high light availability before leaf unfolding and to a protective litter
layer [22]. The minimum gamma diversity in beech forest stands can be explained by the low light
availability (highest tree layer cover in beech forests), a thick impeding leaf litter layer [77] and a dense
root system [76,78]. In addition, across the management cycle of beech, the canopy is intentionally kept
relatively dense to ensure stem quality. In contrast, thinning in spruce stands starts early with effects on
light availability and soil disturbance by management operations [79]. An admixture of spruce to beech
stands presumably increased light availability as shown by Lücke and Schmidt [20] with a positive
effect on gamma diversity compared to pure beech stands. However, mixtures have not reached
the maximum diversity values of the hypothetical pure spruce landscapes. The resource availability
in terms of light seems to be not sufficient in these mixtures. They rather represent intermediate
conditions as described by Cavard et al. [25]. This is confirmed by the Ellenberg light indicator values
of species associated with pure conifer (mean value 6.3), pure beech (4.2) or pure and mixed stands
(5.4; see Table 4).

Besides a higher light availability in pure spruce stands, their maximum gamma diversity both
on acidic and on calcareous soils shows that acidification (the pH was significantly lower under
spruce compared to beech) has not led to biodiversity loss as stated by different authors [37,76].
While amelioration by liming on acidic soils may have counteracted negative acidification effects in the
past [42], the high buffer capacity of calcareous soils has reduced the acidifying impact of spruce [80].
It rather seems that pure spruce stands can support wider acidity gradients compared to mixed stands.
Species characteristic of spruce stands showed acidity indicator values ranging from very acidic to
weakly basic sites (EIV R 2–7), whereas species also associated with mixed stands indicate moderate
acidic to basic conditions (EIV R = 5–8). Thus, resource quantities in terms of light and resource
heterogeneity in terms of soil conditions seem to be more effectively provided in pure spruce stands
than in mixtures [41].

The tree layer structure of beech/Douglas fir mixtures resembles beech/pine mixtures with a
two-layered closed canopy. The gamma diversity pattern, however, is similar to beech/spruce mixtures.
In contrast to the spare crown of pine trees, Douglas fir trees may cast more shade on the slower
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growing beech leading to gaps in the beech cover [43]. This can have a positive effect on other (tree)
species in the understory. In addition, Douglas fir has a less acidifying litter with lower C/N ratios
compared to pine which can increase nutrient availability [21]. This higher heterogeneity in light and
soil conditions may allow for a larger coexistence of plant species compared to beech/pine mixtures.
Thus, mixtures of beech and Douglas fir seem to be able to support similar plant diversity than the
pure conifer variant. This view is underlined by a number of species characteristic in pure Douglas
fir and in mixed stands. In fact, the number of exclusive species did not significantly differ between
pure Douglas fir and mixed stands. Concerning the establishment of the non-native Douglas fir, nature
conservation calls for mixtures with beech instead of pure Douglas fir stands to counter potential
negative effects on native flora and fauna [81]. Our results show that vascular plant diversity will not
necessarily differ between pure and mixed stands of Douglas fir.

4.2. An Optimized Composition of Forest Stands for Bryophyte and Lichen Diversity

Bryophytes showed complementarity in species composition between pure conifer and pure
beech stands at a hypothetical landscape level, whereas mixed stands were significantly less diverse.
Lichens were promoted by a high share of pure beech stands.

Schorfheide-Chorin in eastern Germany is generally less diverse in bryophytes and lichens than
the region Schwäbische Alb due to differences in elevation, precipitation (higher in Schwäbische Alb,
see Table 1) and former air pollution with its acidic depositions (higher in Schorfheide-Chorin; [45,46]).
Thus, in Schorfheide-Chorin we could only find non-significant tendencies indicating that bryophytes
and lichens are not as sensitive as vascular plants to the composition of stand types in this region or
have not been sufficiently covered by the available number of plots.

For bryophytes in Schwäbische Alb, we found a significant complementarity between pure beech
and pure spruce stands. In particular, bryophytes growing on mineral soil and on deadwood can benefit
from a coniferous canopy [46]. They are promoted by a thin leaf litter layer [82] and by the higher light
availability linking ground dwelling bryophyte and vascular plant species diversity [46,83]. Bryophyte
species significantly associated with conifer stands in the investigated regions are predominantly
growing on soil (e.g., Pleurozium schreberi, Scleropodium purum, Rhytidiadelphus loreus) or are able
to grow on needle litter (e.g., Orthodontium lineare, [84]). These species are often characterized by
high abundances in coniferous forests [69] with important implications for carbon and nutrient
cycling [85,86] and providing important resources for animals [87]. On the other hand, epiphytic
bryophyte diversity was shown to be negatively affected by conifer stands due to lower forest
continuity [88,89]. Stand age was generally lower in pure conifer stands compared to pure beech
and mixed stands. In addition, management in conifer stands generally starts earlier compared to
beech stands with conifer trees having shorter rotation periods [79]. Bryophyte species associated
with beech stands were often found as epiphytes on beech presumably benefiting from the higher
stand age but also from moist conditions in the lower stem region as a consequence of stem flow.
Some characteristic species of beech stands were also associated with mixed stands. Thus, it seems that
mixtures of spruce and beech can mainly promote species associated with beech due to the presence
of the specific host tree species, while conifer specialists require a higher resource quantity either in
substrate (=open soil or soil or deadwood not covered by leaf litter) or in light availability. In addition,
similar to vascular plants, spruce stands of Schwäbische Alb seem to offer a higher heterogeneity in
soil conditions promoting a co-existence of species preferring limestone (e.g., Eurhynchium angustirete,
a typical species for spruce forests growing on soil over limestone) as well as acidophytic species
(e.g., Dicranella heteromalla, Pleurozium schreberi) that are promoted by the acidifying needle litter. Mixed
stands, on the other hand, were similar to beech with regard to their soil pH.

Epiphytic lichens constitute the main part of the lichen diversity in both study regions [45].
Their gamma diversity was negatively affected by pure conifer stands that were mainly younger than
investigated beech stands or beech/conifer mixtures leading to lower habitat continuity compared
to pure beech stands [88]. Differences between pure beech and mixed stands were, however, not
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significant, as some species within mixed stands are either able to colonize both broadleaved and
coniferous trees (e.g., Arthonia spadicea, Phlyctis argena) or just require beech (or other broadleaved
tree species) as a host tree within mixtures (e.g., Pertusaria leioplaca). Characteristic species within the
investigated stand types generally cover large gradients in terms of light and moisture conditions.
They are partly early colonizers of trees (e.g., Graphis scripta, Porina aenea) or can indicate disturbance
or eutrophication (Scoliciosporum chlorococcum, Xanthoria polycarpa). Thus, they are rather generalists
able to tolerate the heterogeneous habitat conditions created by forest management either in pure or
mixed stands. It has also to be noted here that restricting cryptogam sampling to the lower stem region
presumably has caused an underestimation of lichen alpha diversity both in beech and in conifer
stands [47]. Assuming that beech and conifer crowns harbor different species assemblages due to
differences in stand continuity but also in microclimate, detected gamma diversity patters for lichens
might strongly change with a more complete sampling.

4.3. An Optimized Composition of Pure and Mixed Stands for Regional Diversity

Combining the three taxonomic groups studied here resulted in a general diversity pattern.
It seems that combining pure beech and pure conifer stands at the landscape scale maximizes the
regional diversity of vascular plants, bryophytes and lichens in contrast to tree species mixtures
at the stand scale. The latter either were most species poor (beech/pine) or took an intermediate
position. This shows that interactions among tree species at the stand scale can be too small to
affect diversity positively or can even be negative when complementary tree species such as beech
and pine are mixed. Results also show that the quantity of resources in terms of light or suitable
substrate, particularly important for conifer specialists, is only adequately provided within pure
conifer stands, while mixtures are often more similar to beech forests. This finding is in accordance
with the area heterogeneity tradeoff, indicating that a decreasing quantity of resources may reduce
the size of local populations and may increase the likelihood of local extinctions [90]. With regard to
the ongoing fragmentation and loss of non-woodland habitats within intensively used landscapes,
forests may represent important refuges also for species that are not solely associated with forests [91].
Our results show that pure beech stands, complemented by pure conifer stands can maintain these
species better than stand scale tree species mixtures. In lowland landscapes with beech and pine,
almost the complete biodiversity of vascular plants, bryophytes and lichens associated with these
tree species can be supported by such a mosaic of different pure stands. In montane regions with
higher diversity of epiphytic bryophytes and lichens, including many threatened and protected species,
a regional diversity maximum of only ca. 93% was reached by combining the different pure stand types.
Epiphytic species seem to benefit from a higher stand age that is provided by beech stands in contrast
to conifer stands. This indicates, that the maintenance of large and old trees within managed (conifer)
forest types [92] or a certain share of unmanaged beech forests [45,93] may be able to complement
the existing managed forests in particular for epiphytic species as they allow for habitat continuity.
Pure spruce stands will mainly promote vascular plants and soil-dwelling bryophytes. Both groups
are important biomass components within forests and important resources for other trophic levels [86].

5. Conclusions

Our results show that assuming an increase in tree species diversity and, consequently, an increase
of structural heterogeneity at the stand scale will, per se, result in an increased biodiversity appears to
be too general. Actually, mixtures with beech can reduce biodiversity of vascular plants, bryophytes
and lichens by up to 20%. Instead, our results suggest that higher tree species diversity matters at
larger spatial scales when beech is involved.

The result that regional diversity benefits, if beech and conifers are available at the landscape scale
is in line with recent findings that a single tree species or forest type cannot fulfill all forest functions
in temperate managed forests of Europe [4]. For supporting the diversity of the studied taxonomic
groups, tree species should be arranged in different pure stands combined at the landscape scale and



Forests 2019, 10, 73 22 of 34

not in stand scale mixtures that are often dominated by the highly competitive beech. Therefore, future
research should focus more on the spatial configuration of different pure stands in order to support
overall biodiversity. However, spatial configurations of pure stands may be associated with unintended
effects on other ecosystem functions. Productivity and stability, for example, have been shown to
be positively influenced by within stand tree species mixtures [7,32,94]. Thus, where pure stands
are for example susceptible to extreme events [35,94], trade-offs between high landscape biodiversity
and high productivity or stability may occur. Future studies may also explore which key structural
attributes (including tree crowns as habitats for epiphytes) are related to biodiversity at different spatial
scales and how dispersal abilities of certain species are influenced by different configurations [95].
This should also include the evaluation of the effect of maintaining old trees and unmanaged stands for
epiphytic species, many of them being protected. In addition, the investigation of a broader portfolio of
mixture types of conifers with broadleaved species other than European beech or of different conifers
will give further insights on the effect of tree species diversity and tree species identity on associated
biodiversity as well as on other important ecosystem functions, and it may provide alternative future
management options within forest landscapes in the light of global change.
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Appendix A

Table A1. Number of 400 m2 plots (n) for the analyses of vascular plants for the study regions
and stand types. For mixed stands, also the plot distribution across dominance classes of beech or
conifer dominance or an equal share of both species on accumulated tree layer cover is given. For the
regions Schorfheide-Chorin and Schwäbische Alb bryophytes (Bry) and lichens (Li) were sampled
in a smaller subset of vegetation survey plots. Also given is the share of plots younger or older
than 90 years for Northwestern Germany and Solling [42,43] and the share of plots representing the
immature (dbh > 15 ≤ 30 cm) and mature (dbh > 30 cm) developmental phase in Schorfheide-Chorin
and Schwäbische Alb [50].

Northwestern Germany Schorfheide-Chorin Solling Schwäbische Alb
Stand Age
[% Share]

Developmental
Phase [% Share]

Stand Age
[% Share]

Developmental
Phase [% Share]

n <90 yrs >90 yrs n Immature Mature n <90 yrs >90 yrs n Immature Mature

Pure stand types

Beech 20 20.0 80.0

141
Bry:
108

Li: 76

5.1 94.9 43 37.2 62.8
95

Bry: 64
Li: 34

31.8 68.2

Pine 20 100.0 0.0
60

Bry: 39
Li: 25

50.0 50.0 - - - - - -
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Northwestern Germany Schorfheide-Chorin Solling Schwäbische Alb
Stand Age
[% Share]

Developmental
Phase [% Share]

Stand Age
[% Share]

Developmental
Phase [% Share]

n <90 yrs >90 yrs n Immature Mature n <90 yrs >90 yrs n Immature Mature

Spruce - - - - - - 40 62.5 37.5
61

Bry: 40
Li: 20

31.6 68.4

Douglas fir 20 100.0 0.0 - - - - - - - - -

Mixed stand types

Beech/Pine 20 10.0 90.0
77

Bry: 48
Li: 34

2.6 97.4 - - - - - -

Beech dominance
(>60% share) 20 10.0 90.0

61
Bry: 39
Li: 29

1.6 98.4 - - - - - -

Pine dominance
(>60% share) - - -

6
Bry: 5
Li: 3

16.7 83.3 - - - - - -

Equal share - - -
10

Bry: 4
Li: 2

0.0 100.0 - - - - - -

Beech/Douglas fir 20 20.0 80.0 - - - - - - - - -
Beech dominance

(>60% share) 13 15.4 84.6 - - - - - - - - -

Douglas fir dominance
(>60% share) 0 - - - - - - - - - - -

Equal share 7 28.6 71.4 - - - - - - - - -

Beech/Spruce - - - - - - 84 54.8 45.2
40

Bry: 29
Li: 12

33.3 66.7

Beech dominance
(>60% share) - - - - - - 46 52.2 47.8

17
Bry: 16

Li: 5
43.8 56.3

Spruce dominance
(>60% share) - - - - - - 8 87.5 12.5

5
Bry: 4
Li: 3

20 80

Equal share - - - - - - 30 50.0 50.0
18

Bry: 9
Li: 4

26.7 73.3

Table A2. Number of occurrences of threatened and protected vascular plant species in the survey plots
(n = total number of plots) of pure and mixed stands in the Schwäbische Alb (ALB), Schorfheide-Chorin
(S-C), Solling (SO) and NW-Germany. Be = pure beech stands, Spr = pure spruce stands, Pi = pure pine
stands, Be/Spr = beech/spruce mixture, Be/Pi = beech/pine mixture, Be/Dgl = beech/Douglas fir
mixture. Species with single occurrences are listed at the end of the table. * marks species not listed in
the red list of vascular plants of Germany but protected by law.

ALB S-C SO NW-Germany

Be Be/Spr Spr Be Be/Pi Pi Be Be/Spr Spr Be Be/Dgl Be/Pi Dgl Pi

n 95 40 61 141 77 60 43 84 40 20 20 20 20 20

Abies alba 1 5 2 8
Carex canescens 1 8 8
Cephalanthera
damasonium* 4 3 6

Daphne mezereum* 30 11 10
Epipactis helleborine* 2 3 1 1
Epipactis purpurata 2

Erica tetralix 2
Helleborus foetidus* 12 9 5

Ilex aquifolium* 2 6 4 1
Juniperus communis 1 8

Lilium martagon* 3
Listera ovata* 1 2

Neottia nidus-avis* 2 1 1
Platanthera bifolia 1 1 2

Primula elatior 19 11 12
Ulmus minor 2
Taxus baccata 3 1

Asplenium
scolopendrium* 1

Cephalanthera rubra 1
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ALB S-C SO NW-Germany

Be Be/Spr Spr Be Be/Pi Pi Be Be/Spr Spr Be Be/Dgl Be/Pi Dgl Pi

n 95 40 61 141 77 60 43 84 40 20 20 20 20 20

Corallorhiza trifida 1
Hypericum montanum 1

Liparis loeselii 1
Lunaria rediviva 1

Luzula campestris 1
Lycopodium annotinum 1
Monotropa hypophegea 1

Orthilia secunda 1
Platanthera chlorantha 1 1 1

Total species number 13 11 14 1 0 2 1 3 2 2 2 1 2 2

Table A3. Number of occurrences of threatened and protected bryophyte species in the survey plots
(n = total number of plots) of pure and mixed stands in Schwäbische Alb and Schorfheide-Chorin.
Species with single occurrences are listed at the end of the table. All species are listed in the red list of
bryophytes of Germany.

Schwäbische Alb Schorfheide-Chorin

Bryophytes Pure Beech Mixed Pure Spruce Pure Beech Mixed Pure Pine

n 64 29 40 108 48 39

Amblystegium subtile 20 2
Anomodon viticulosus 2

Brachythecium oedipodium 5 3 3
Ctenidium molluscum 2 1 2

Fissidens exilis 2
Frullania dilatata 22 6 1 1

Homalia trichomanoides 19 3
Hylocomium splendens 3 10 33 2 3

Isothecium alopecuroides 55 18 4
Leucobryum glaucum 2 7 1
Leucodon sciuroides 5
Metzgeria furcata 31 9 2

Mnium marginatum 4
Nowellia curvifolia 1 3
Orthotrichum affine 38 11 8 14 3
Orthotrichum lyellii 9

Orthotrichum pallens 5
Orthotrichum patens 2 1

Orthotrichum pumilum 18 3 3 3
Orthotrichum speciosum 13 3 1

Orthotrichum stramineum 8 4 1
Orthotrichum striatum 9 2
Plagiochila asplenioides 4 3 20

Plagiothecium undulatum 6 1
Platygyrium repens 8 2 1 13 4
Porella platyphylla 4

Pseudoleskeella nervosa 13 2 1
Pterigynandrum filiforme 28 9
Ptilium crista-castrensis 2 1

Pylaisia polyantha 7 5
Radula complanata 46 21 4 1

Rhytidiadelphus loreus 3 8 20 1
Rhytidiadelphus triquetrus 4 10 24

Tortella tortuosa 3
Ulota bruchii 57 24 8 7 2
Ulota crispa 7
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Schwäbische Alb Schorfheide-Chorin

Bryophytes Pure Beech Mixed Pure Spruce Pure Beech Mixed Pure Pine

n 64 29 40 108 48 39

Anomodon attenuatus 1
Campylium calcareum 1

Dicranum flagellare 1
Homomallium incurvatum 1 1

Marchantia polymorpha 1
Metzgeria temperata 1

Orthotrichum obtusifolium 1 1
Pleuridium acuminatum 1
Pleuridium subulatum 1
Polytrichum commune 1

Ptilidium ciliare 1
Rhodobryum roseum 1

Sanionia uncinata 1 1

Total species number 36 25 22 10 9 7

Table A4. Number of occurrences of threatened and protected lichen species in the survey plots (n =
total number of plots) of pure and mixed stands in the Schwäbische Alb and Schorfheide-Chorin.
Species with single occurrences are listed at the end of the table. * marks species not listed in the red
list of lichens of Germany but protected by law.

Schwäbische Alb Schorfheide-Chorin

Lichens Pure Beech Mixed Pure Spruce Pure Beech Mixed Pure Pine

n 34 12 20 76 34 25

Arthonia punctiformis 2
Arthonia radiata 30 5

Bacidina arnoldiana* 12 2 4 15 2
Bacidina delicata* 3 1

Chaenotheca trichialis 2
Graphis scripta 28 8 1 6 1

Lecania cyrtella* 4 1
Lecanora intumescens 9 1
Lecanora subcarpinea 9
Lecanora subrugosa 5

Mycobilimbia epixanthoides 2
Opegrapha rufescens 2
Parmelia saxatilis* 2
Parmelia sulcata* 23 6 9

Peltigera praetextata 4
Pertusaria leioplaca 29 5
Pertusaria pertusa 2

Physcia aipolia 3
Pyrenula nitida 7 2

Pyrrhospora quernea 10 1
Ramalina farinacea* 5 1 2
Strigula stigmatella 2

Bacidia arceutina 1
Bacidia rubella 1

Bacidina chloroticula* 1
Calicium salicinum 1
Cetrelia olivetorum 1

Chaenotheca chrysocephala 1 1 1
Chaenotheca stemonea 1
Chrysothrix candelaris 1
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Schwäbische Alb Schorfheide-Chorin

Lichens Pure Beech Mixed Pure Spruce Pure Beech Mixed Pure Pine

n 34 12 20 76 34 25

Cladonia ramulosa 1
Cliostomum griffithii 1
Fellhanera bouteillei 1

Lecanora albella 1
Lecanora argentata 1 1
Leptogium plicatile 1

Melanelia exasperata 1 1
Parmelia ernstiae* 1

Pertusaria hymenea 1
Placynthiella uliginosa 1

Sarea resinae 1
Usnea filipendula 1 1

Total species number 32 14 9 7 3 1

Forests 2019, 10, x FOR PEER REVIEW 27 of 35 

 

Cliostomum griffithii 1      
Fellhanera bouteillei   1    

Lecanora albella 1      
Lecanora argentata 1 1     
Leptogium plicatile 1      

Melanelia exasperata 1 1     
Parmelia ernstiae* 1      

Pertusaria hymenea 1      
Placynthiella uliginosa      1 

Sarea resinae   1    
Usnea filipendula  1 1    

Total species number 32 14 9 7 3 1 

 
Figure A1. Vascular plant species numbers per 400 m2 plots in relation to the percentage share of 
beech on tree layer cover within mixtures (a) of beech and pine in Schorfheide-Chorin and (b) NW-
Germany, (c) of beech and Douglas fir in NW-Germany, (d) beech and spruce in Solling and (e) 
Schwäbische Alb. Plots were characterized as mixtures when both target species (beech and conifer) 
had a minimum of 10% or maximum of 90% share on accumulated tree layer cover. Regression lines 
and results are printed when relationships were significant. Note that the scale of the y-axis differs 
for Beech/Pine and Beech/Spruce(Douglas fir) combinations. 

Figure A1. Vascular plant species numbers per 400 m2 plots in relation to the percentage share of beech
on tree layer cover within mixtures (a) of beech and pine in Schorfheide-Chorin and (b) NW-Germany,
(c) of beech and Douglas fir in NW-Germany, (d) beech and spruce in Solling and (e) Schwäbische Alb.
Plots were characterized as mixtures when both target species (beech and conifer) had a minimum
of 10% or maximum of 90% share on accumulated tree layer cover. Regression lines and results are
printed when relationships were significant. Note that the scale of the y-axis differs for Beech/Pine
and Beech/Spruce(Douglas fir) combinations.
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Figure A2. Number of exclusive vascular plant species in relation to the number of resampled plots
in pure beech and conifer stands and respective mixtures in (a) Schorfheide-Chorin (S-C) and (b,c)
northwestern Germany (NW), (d) Solling (SO) and (e) Schwäbische Alb (ALB). Note that y-axis of ALB
is double the size of the other regions.
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Figure A3. Gamma diversity (species richness) of vascular plants along compositional gradients of
pure beech (Be), pure conifer (Pi = Pine, Spr = Spruce) and mixed stands (Mix) in (a) Schwäbische
Alb (ALB), (b) Solling (SO) and (c) Schorfheide-Chorin (S-C). Stand type composition varied in steps
of 10% using 1000 resamplings of 37 (ALB, SO) and 58 plots (S-C) per step (66 unique compositions),
the maximum number of plots allowing for more than 1000 resamplings at each corner of the triangle.
The diversity response to composition is characterized by R2 and estimated degrees of freedom (edf).
Labelled dots mark the maximum (orange) and minimum (light blue). Numbers below the triangles
show gamma diversity values for 100% beech stands, 100% conifer stands (either spruce (Spr) or pine
(Pi)), 100% mixed stands and the composition of stand types supporting maximum gamma diversity
(Max). * mark significant differences to the maximum gamma diversity.
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Figure A4. Gamma diversity (a–c: species richness; d–f: Shannon diversity) for threatened and
protected (a,d) vascular plant species, (b,e) bryophyte species and (c,f) lichen species in Schwäbische
Alb along compositional gradients of pure beech (Be), pure spruce (Spr) and mixed stands (Mix).
The composition of stand types was varied in steps of 10% using 1000 resamplings of 17 (vascular
plants) and 26 (bryophytes) plots per step or 66 resamplings of 10 plots per step (lichens). Labelled
dots mark the maximum (orange) and minimum (light blue) gamma diversity.
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Figure A5. Bryophyte and lichen species numbers per 400 m2 plots in relation to the percentage share
of beech on tree layer cover within mixtures of (a,b) beech and pine in Schorfheide-Chorin and (c,d)
beech and spruce in Schwäbische Alb. Plots were characterized as mixtures when both target species
(beech and conifer) had a minimum of 10% or maximum of 90% share on accumulated tree layer cover.
Note that the scale of the y-axis differs for Beech/Pine in Schorfheide-Chorin and the Beech/Spruce
combination in Schwäbische Alb.
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