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Abstract: Mixed lowland forests reserved for natural succession are sparse in the Czech Republic. However, 
their development provides essential insights into the natural processes of these forests and recommenda-
tions for forest management in a changing climate. The research describes the dynamics, productivity, struc-
ture, diversity, dead wood, and radial growth of hornbeam-oak groves and calcareous beech-dominated forests 
in the Karlštejn National Nature Reserve (Czechia) based on inventory in 2002, 2008, 2014 and 2020. The 
objective was to evaluate changes in differently managed stands (high forest, coppice with standards, and cop-
pice) after leaving the stands to spontaneous development in 2004. The tree density increased by 2–10% from 
2002 to 2014 and decreased by 6–18% in 2020. In the high forest, an increase in the stand volume was ob-
served during the whole period, while in the coppice with standards and coppice, only until 2014. The stand 
volume ranged from 190 (coppice) to 630 (high forest) m³ ha−1 in 2020 and increased by an average of 28% 
over 18 years. Overall diversity of tree layer showed an uneven structure in the high forest and a substantially 
diverse structure in the other variants. The deadwood volume has been steadily increasing (18–35 m³ ha−1 
in 2020), accumulating an average of 1 m³ ha−1 yr−1. A lack of precipitation and high temperatures from June 
to August were the main limiting factors of the radial growth of tree species, while the number of negative 
pointer years has increased in the last decade. European beech (Fagus sylvatica L.) was the most sensitive tree 
species to climate compared to the resilient European ash (Fraxinus excelsior L.). The lowest fluctuations in 
the diameter increment were recorded in Norway maple (Acer platanoides L.) and the highest in beech in the 
temperature cycles of 7–15 years. Over the last 20 years, sessile oak [Quercus petraea (Matt.) Liebl.] showed an 
increase in radial growth by 7%, while other tree species reported a decrease with a maximum in beech (by 
−38%). The forest stands managed as high forest, characterized by a higher production potential and lower 
diversity, had slower dynamics when compared to coppice with standards and coppice.
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Introduction
Over recent decades, forest management in Eu-

rope has increasingly moved towards the emulation 
of the structure and dynamics of natural forests 
(Heiri et al., 2009; Kuuluvainen et al., 2021). Low-
land forests reserved for natural succession can be 
an important source of information for understand-
ing the natural processes that drive the successional 
dynamics (Saniga et al., 2014; Vacek et al., 2019a). 
A partial substitute for primary forests, which are 
scarce and highly fragmented in Europe (Sabatini et 
al., 2018), lowland forests have not been sufficiently 
studied. Lowland forests of Central Europe are main-
ly composed of oak, lime, hornbeam, and chestnut 
species. These forests are predominantly located in 
the warmest and driest parts of the region, while 
higher altitudes are covered by beech, spruce and 
fir (Bohn & Neuhäusl, 2000; Bertrand et al., 2011). 
Their development reflects the local microclimatic 
and edaphic conditions (Heiri et al., 2009; Vacek et 
al., 2019b). Due to the long history of human set-
tlement in the region and an intense use of forest 
resources, the forests in the area have been heavily 
altered by firewood logging (Suchomel et al., 2012; 
Pyttel et al., 2013), cattle grazing, or litter gathering 
as routine practices throughout the whole of Europe 
(Unrau et al., 2018). Being easily accessible, forests 
in the Czech Republic were also intensively affected 
in the past (Průša, 1985; Vacek et al., 2019a).

Countless anthropogenic and natural events his-
torically influenced the structure of lowland forests. 
Traditional coppice management methods managed 
the thermophilic and hornbeam-oak groves in Cen-
tral Europe for a long time, by which a disintegrated 
canopy closure of stands was maintained (Bradshaw 
et al., 2003; Birks, 2005). Fires contributed to re-
ducing the canopy closure of oak stands (Kalis et al., 
2003). Although small in area – due to the historical 
land use, forest management and competition from 

agriculture – the remaining unmanaged lowland for-
ests are part of protected areas where conservation is 
often insufficient (Sabatini et al., 2018). Currently, 
we observe an increasing interest in them (Rohner 
et al., 2012; Svátek & Matula, 2015), especially in 
the context of the anticipated climatic changes (Kol-
ström et al., 2011; Thom et al., 2017).

Throughout history, the forest management ap-
proach has also changed tree species composition 
and mixing (Heiri et al., 2009; Vacek et al., 2019b). 
Mixed forests have been in the spotlight since the 
early 1990s, when the fight against biodiversity 
reduction gained importance (Bieng et al., 2013; 
Suding et al., 2015). Compared to monocultures, 
mixed stands are far more advantageous regarding 
their ecological stability and resilience in the face of 
global climate change (Steckel et al., 2020; Jourdan 
et al., 2021). For example, mixing tree species gen-
erally reduces insect damage (Jactel & Brockerhoff, 
2007). It has a positive impact on the provision of 
ecosystem services (Gamfeldt et al., 2013). Moreo-
ver, the mixed stands can mitigate the effects of fu-
ture climate change on forest ecosystems (Bruckman 
et al., 2011; Bieng et al., 2013; Vacek et al., 2021a), 
explaining why the diversity of tree species and their 
representation in forest stands are used as biodiver-
sity indicators (MCPFE, 2003).

Biodiversity can also be considerably affected by 
the type of forest management, as the coppice man-
agement, assuming high heterogeneity of resources, 
allows for plant species with different strategies of 
coexistence (light-demanding and shade-tolerant 
species), while plant species that prefer open habitats 
absent in high forests (Müllerová et al., 2014; Vacek 
et al., 2019b). As the traditional forest management 
methods are being abandoned, the canopy closure of 
previously open forests gradually increases, leading 
to taxonomic depletion and homogenization of forest 
ecosystems (Hobi et al., 2015). Management can also 
affect the occurrence of dead wood, of which quantity 
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represents between 2% in managed forests and 30% 
in unmanaged forests (Fridman & Walheim, 2000). 
The deadwood has an extensive ecological role in for-
ests such as sustaining biodiversity (von Oheimb et 
al., 2007), regulation of nutrient cycles (Kuehne et 
al., 2008), providing a wide range of habitats for sap-
roxylic and fungi organisms (Lassauce et al., 2011; 
Blaser et al., 2013), establishing of natural tree re-
generation (Štícha et al., 2010) or carbon sequestra-
tion (Tavankar et al., 2022).

The significant impacts of forest management 
practices on forest ecosystems (Dieler et al., 2017) 
are particularly substantial in relation to global cli-
mate change (Thuiller et al., 2008; Allen et al., 2010). 
A decrease in precipitation results in more frequent 
and severe droughts, that will increase the risk for 
tree growth, ecological stability, and vitality of forest 
ecosystems during global climate change (Kolström 
et al., 2011; Alfaro-Sánchez et al., 2020; Gallo et 
al., 2020). In many places, both research and silvi-
culture practice are currently focused on converting 
even-aged pure stands into uneven-aged mixed ones 
(Pretzsch & Schütze, 2009). The growth of trees can 
be positively affected by the mixing of species (Cha-
magne et al., 2017; Jactel et al., 2018; Pretzsch et al., 
2020), although it does not always apply (Vitali et 
al., 2017). Similarly, climate change may not only 
negatively affect forest stands but can also contrib-
ute to increased forest stands production (Körner & 
Basier, 2010; Pretzsch et al., 2018).

This paper aims to evaluate the dynamics, struc-
ture, tree species biodiversity, dead wood, and radi-
al growth of selected lowland forests (high forest, 

coppice with standards, and coppice; location Dout-
náč in the Bohemian Karst Protected Landscape Area, 
Czechia) which have been intentionally reserved for 
natural succession since 2004 to allow research-
ers study natural processes. The studied location is 
unique in Czechia to pursue the following scientific 
issues:
 – What changes have occurred in the stand struc-

ture (vertical, horizontal), tree species biodi-
versity, and deadwood occurrence over 18 years 
(2002–2020)?

 – What are the stand production and biodiversity 
differences among individual forest types (high 
forest, coppice with standards, and coppice)?

 – How does the radial growth (1960–2020) of the 
particular tree species differ regarding the effect 
of growth cycles, environmental factors, and cli-
mate change?

Material and Methods
Study area

The studied Doutnáč forest complex (the area of 
67.64 ha), with six permanent research plots (PRPs), 
is located in Central Bohemia, in the Karlštejn Na-
tional Nature Reserve (NNR), which is part of the 
Bohemian Karst Protected Landscape Area (PLA) – 
(Fig. 1). The first written data on forest management 
in the vicinity of the Karlštejn Castle comes from 
the first half of the 15th century (Černý, 1949). Un-
til the mid-20th century, the studied Doutnáč forest 

Fig. 1. Localization of permanent research plots 1–6 in the Doutnáč locality, the Neumětely meteorological station – the 
data source used for dendrochronology analyses and the mean monthly climatic values (1960–2020)
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complex had been managed as coppice with stand-
ards with high intensity of logging in the stand, litter 
raking, and cattle grazing. This intensive use finished 
before World War II (Průša, 1985). After the procla-
mation of the Karlštejn National Nature Reserve in 
1955, forest management was gradually reduced to 
support the natural spatial, species, and age compo-
sition of the forest (Ložek et al., 2005). Current local 
forests are mostly overmatured coppices, i.e., false 
high forests with isolated standards of seed origin 
(mostly oaks; Janík et al., 2008). The entire Doutnáč 
forest complex was officially reserved for natural suc-
cession in 2004. However, no forest management has 
been performed in the studied localities since 1986.

Doutnáč is an elongated, north-south oriented 
ridge, where the highest peak lies at an altitude of 
433 m above sea level (Janík et al., 2008). The study 
territory has typically warm, dry summers and cool, 
dry winters with a narrow annual temperature range 
(climate type Cfb) according to Köppen climate clas-
sification (Tolasz, 2007). The mean annual tempera-
ture of the location has been 8.6 °C (14.6 °C in the 
growing season). The annual amount of precipitation 
has varied around 540 mm (360 mm in the grow-
ing season) in the period of 1960–2020 (Neumětely 
meteorological station). Maximum temperatures are 
reached in July (18.2  °C) and precipitation in June 
(75.3 mm), while the lowest in January (–1.0 °C) and 
in February (26.3 mm; Fig. 1). The average duration 
of the growing season is 165 days. In the climate 
change context, the average annual temperature has 
increased by 2.2  °C over the last 60 years (1960–
2020), and the annual amount of precipitation has 

decreased by 16 mm, while fluctuations (standard 
deviation) of monthly climatic data during the year 
increased in both variables during the observed 
period.

The geological bedrock is predominantly formed 
by grey to red limestones. Predominating soils in-
clude the rendzinas, brown forest soils, and cambi-
sols (Šamonil, 2007). It is a group of oak groves in 
the oak to oak-beech vegetation zone (Janík et al., 
2008). In the lower altitudes, there are maple for-
ests (Tilio-Acerion forests) with sycamore maple (Acer 
pseudoplatanus L.) and field maple (Acer campestre L.). 
Along the southern slope, the western and eastern 
slopes, they gradually change into mixed European 
hornbeam (Carpinus betulus L.) and sessile oak [Quer-
cus petraea (Matt.) Liebl.] forests (Melampyro Nemoro-
si-Carpinetum). Towards the north, the representation 
of European beech (Fagus sylvatica L.) is increasing, 
and the calcareous beech forests (Cephalanthero-fa-
getum) dominate in the north. The forest-steppe on 
the southern slope is bordered by a downy oak for-
est (Lathyro versicoloris-quercetum pubescentis) – (Průša, 
1985; Janík et al., 2008). An overview of primary 
data of PRPs 1–6 on the Doutnáč location is present-
ed in Table 1.

Data collection

In 2002, six PRPs were established in size 
50  ×  50  m (0.25 ha) – two PRPs for each type of 
forest management: high forest (PRPs 1–2), coppice 
with standards (PRPs 3–4), and coppice (PRPs 5–6). 
The structure of the tree layer was measured using 

Table 1. Overview of basic stand and site characteristics of permanent research plots 1–6 in the Doutnáč location (based 
on the Forest Management Plan, 2018; the age was updated for the year 2022)

PRP WGS 84 Forest
management Tree species Age

(yr)
Height

(m)
DBH 
(cm)

Stand volume
(m3 ha–1)

Altitude 
(m) Exposure Slope 

(o)
Forest 

site type
1
2

 N 49°57'45"
 E 14°09'17"

High forest Fagus sylvatica
Quercus petraea
Carpinus betulus
Tilia cordata
Betula pendula
Sorbus torminalis
Total

90 27
21
16
23
23
18
21

32
23
16
26
29
22
25

167
130
118
129
113
112
249

412 NE 16 3W

3
4

N 49°57'32"
E 14°09'11"

Coppice with 
standards

Quercus petraea
Tilia cordata
Carpinus betulus
Fagus sylvatica
Larix decidua
Betula pendula
Populus tremula
Total

108 17
17
15
20
21
19
23
19

22
21
16
24
29
23
27
23

158
157
118
122
115
112
113
175

433 NE 12 2A

5
6

N 49°57'23"
E 14°09'15"

Coppice Tilia cordata
Carpinus betulus
Quercus petraea
Acer platanoides
Fraxinus excelsior
Total

87 18
16
17
18
18
17

19
15
19
18
18
18

158
142
137
115
113
145

415 SE 17 2W

Notes: 3W – limestone-calcareous oak-beech stand (Querceto-Fagetum calcarium), 2W – limestone-calcareous beech-oak stand (Fage-
to-Quercetum calcarium), 2A – stony-colluvial maple-beech-oak stand – (Aceri-Fageto-Quercetum lapidosum; Viewegh et al., 2003).
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a theodolite in 2002 and the FieldMap technology 
(IFER, CR) in 2008, 2014, and 2020. All measure-
ments of the tree layer included the following param-
eters: the diameter at breast height (dbh) with an 
accuracy of 1 mm, the position of all individuals with 
dbh ≥ 4 cm measured by a Mapstar compass and la-
ser range-finger ForestPro (Laser Technology), total 
height and the live crown base height using a Vertex 
laser hypsometer (Haglöf, Sweden) with an accuracy 
of 0.1 m, and tree-crown projection area at least in 
4 cardinal directions. Deadwood (diameter ≥ 7 cm, 
length ≥ 1 m) was determined by position, parame-
ters, tree species, and degree of decomposition [five 
degrees scale according to Spetich et al. (2002); 1 – 
stem undisturbed by decomposition, 5 – final disin-
tegration phase]. For logs, the length and diameter of 
the butt, the small end and the middle section were 
measured, whereas dbh and the height for snags and 
the height and the diameter for stumps were meas-
ured. Only deadwood originating from the PRPs was 
evaluated (Vacek et al., 2015).

For a dendrochronological analysis of the sam-
ples, cores were taken using a Pressler auger (Haglöf 
Sweden) perpendicularly to the axis of the trunk at 
the height of 1.3 m above the ground. One core sam-
ple was taken from each selected tree in direction 
up-down the slope in November 2020. Healthy pre-
dominant and dominant trees were randomly (RNG 
function, Excel) chosen on PRPs as the significant 
growth response to environmental factors and man-
agement (compared to intermediate and suppressed 
trees; Remeš et al., 2015). Thirty core samples were 
extracted from the following five major tree species 
in all PRPs: European beech, sessile oak, small-
leaved lime (Tilia cordata Mill.), Norway maple, and 
European ash (Fraxinus excelsior L.). Only up to 15 
core samples were taken from admixed European 
hornbeam, European larch (Larix decidua Mill.), and 
wild service tree [Sorbus torminalis (L.) Grantz] due 
to insufficient numbers of trees. The increment cores 
were measured using an Olympus microscope with 
a LINTAB measuring table (Rinntech, Heidelberg, 
Germany). The measurement was performed with an 

accuracy of 0.01 mm. TSAP-Win software (Rinntech, 
Heidelberg, Germany) was employed to record the 
increment cores.

Data analysis

The stand volume was calculated according to 
Petráš & Pajtík (1991). Deadwood volume was esti-
mated according to the methodology of Harmon et al. 
(1986). Newton’s formula was used for logs, whereas 
for dead standing trees, volume tables of Lesprojekt 
Ltd. where the volume of snags and stumps is cal-
culated from the dbh or diameter and height (Vacek 
et al., 2015). The relative stand density index (SDI; 
Reineke, 1933), the crown closure (CC; Crookston & 
Stage, 1999), and the crown projection area (CPA) 
were assessed for each plot.

Species diversity was evaluated by species rich-
ness (Margalef, 1958), species heterogeneity (Shan-
non, 1948) and species evenness (Pielou, 1975). In 
terms of structure, horizontal structure (Clark & Ev-
ans, 1954), vertical structure (Pretzsch, 2006) and 
diameter and height differentiation were calculated 
(Füldner, 1995). Moreover, total stand diversity was 
determined based on tree species diversity, vertical 
structure, spatial tree distribution, and crown dif-
ferentiation (Jaehne & Dohrenbusch, 1997). De-
tailed information about the used indices is listed in 
Table 2.

Dendrochronological data were analyzed in R 
software (R Core Team, USA) using the packages 
“dplR” (Zang et al., 2020) and “pointRes” (van der 
Maaten-Theunissen et al., 2021). Age detrending of 
each measured sample was carried out by negative 
exponential detrending with a spline of 1/3 of the 
age of each tree using “dplR” instructions. The ex-
pressed population signal (EPS) was calculated for 
the detrended data series. The comparison limit for 
using the dendrochronological data series related 
to the climatic data was a significant EPS thresh-
old to be EPS > 0.85. The signal to noise ratio 
(SNR), the inter-series correlations (R-bar) and the 
first-order autocorrelation (Ar1) were calculated for 

Table 2. Overview of indices describing the stand diversity and their common interpretation

Criterion Quantifiers Label Reference Evaluation
Species diversity Richness D (Mi) Margalef (1958) minimum D = 0, higher D = higher values

Heterogeneity H’ (Si) Shannon (1948) minimum H´ = 0, higher H´ = higher values
Evenness E (Pii) Pielou (1975) range 0–1; minimum E = 0, maximum E = 1

Horizontal structure Aggregation
index

R (C&Ei) Clark & Evans 
(1954)

mean value R = 1; aggregation R < 1; regularity R > 1

Vertical structure Arten-profile 
index

A (Pri) Pretzsch (2006) range 0–1; balanced vertical structure A < 0.3; selection 
forest A > 0.9

Structure differen-
tiation

Diameter dif. TMd (Fi) Füldner (1995) range 0–1; low TM < 0.3; very high differentiation TM > 0.7
Height dif. TMh (Fi)

Complex diversity Stand diversity B (J&Di) Jaehne & Dohren-
busch (1997)

monotonous structure B < 4; uneven structure B = 6–8; 
very diverse structure B > 9
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dendrochronological data series (Fritts, 1976). The 
EPS, SNR, R-bar, Ar1 were calculated by the instruc-
tions to “dplR” based on standard dendrochronolog-
ical models (Fritts, 1976).

The analysis of pointer years through relative 
growth change was carried out (Schweingruber et al., 
1990) to determine changes in tree-rings. A pointer 
year is created by normalizing the tree-ring series in 
a moving window with each year placed as a central 
point. Pointer years reflect the number of standard 
deviations from the local mean of the average ring 
width of the previous four years. Pointer years iden-
tify event years where a pointer year > 0.75 standard 
deviations of the previous four years. The threshold 
on the percentage of trees in a negative or positive 
event year was used for better clarity (Neuwirth et 
al., 2007).

Spectral analyses for the detrended radial incre-
ment of each studied tree species were performed 
with Statistica 13 software (TIBCO, USA). The 
calculation was performed with the “Single Furier 
(Spectral) Analysis” function, using the output “Per-
iodogram plot by Period”. In this software, dendro-
chronological data series of individual tree species 
were correlated with monthly precipitation and air 
temperature data from April of the previous year to 
September of the current year. The average tree-ring 
series for main tree species were correlated with cli-
matic data (monthly precipitation, temperatures in 
1960–2020) from the nearby Czech Hydrometeoro-
logical Institute Neumětely station (322 m a.s.l., GPS 
49°51'14"N, 14°2'15"E).

Unconstrained principal component analysis 
(PCA) in Canoco 5 (Šmilauer & Lepš, 2014) was 
used to analyse the relationships between dynamics, 
structure, production, diversity and management of 
studied forest stands. Data were log-transformed, 

centred and standardized before the analysis. The 
situation map was created in ArcGIS 10.8 software 
(Esri, USA).

Results
Stand structure, production, and 
dynamics

We observed the highest values for mean diame-
ter in the high-forest plots (32.6–37.7 cm; Table 3). 
With 14.0–16.7 cm in coppice and 19.1–21.5 cm in 
coppice with standards, these values were consider-
ably lower in the other stands. We noted a similar 
trend for mean height. The lowest number of trees 
was on the PRPs 1–2 (high forest), while it was 4.8 
times higher on the PRPs 5–6 (coppice). The number 
of living trees increased from 360–1992 trees ha−1 in 
2002 to 368–2160 trees ha−1 (by 2–10.3%) in 2014, 
and subsequently, tree numbers decreased to 348–
1672 trees ha−1 (by 5.5–17.9%) in 2020 on individual 
PRPs (not variants). Similar dynamics were recorded 
in the case of the density indices (SDI, CPA, and CC). 
The stand density index ranged from 0.54 to 0.78 in 
2002. It showed an increase (0.61–0.97) until 2014 
to be followed by a decrease (0.68–0.95), except for 
the high forest (PRPs 1 and 2).

The average stand basal area in the observed peri-
od increased on all plots. In contrast, it was the high-
est in the high forest (41.4 m2 ha−1) and the lowest 
in the coppice with standards in 2020 (33.5 m2 ha−1; 
Table 3). During the 12-year study, the stand volume 
changed from 456 to 590 m3 ha−1 (+ 29%), from 218 
to 258 m3 ha−1 (+18%), from 153 to 210 m3 ha−1 
(+37%) in the high forest (PRPs 1–2), the coppice 
with standards (PRPs 3–4) and the coppice (PRPs 

Table 3. Overview of stand characteristics in high forest (PRPs 1–2), coppice with standards (PRPs 3–4), and coppice 
(PRPs 5–6) in the Doutnáč location in 2002, 2008, 2014, and 2020; the table shows the average values for the two 
plots; an increase in the values during dynamics is highlighted in grey

PRP Year Age
(yr)

dbh
(cm)

h
(m)

h95
(m)

v
(m3)

BA
(m2 ha−1)

V
(m3 ha−1)

N
(trees ha−1) HDR MAI

(m3 ha−1 yr−1)
CPA

(ha ha−1) CC SDI

1–2 2002 84 32.6 27.1 32.6 1.160 32.7 456 394 83.1 5.47 2.55 0.92 0.57
2008 90 33.6 27.2 32.8 1.255 35.1 500 398 81.1 5.60 2.80 0.93 0.61
2014 95 35.0 27.5 33.6 1.385 38.7 558 404 78.5 5.88 3.17 0.96 0.66
2020 99 37.7 27.9 35.6 1.585 41.4 590 372 74.2 5.96 3.13 0.96 0.68

3–4 2002 86 19.1 14.8 22.0 0.230 27.8 218 990 77.8 2.53 3.30 0.96 0.59
2008 92 19.5 14.7 23.0 0.240 30.0 239 1,027 75.8 2.60 3.74 0.97 0.64
2014 97 20.1 14.7 24.0 0.265 33.7 276 1,082 73.4 2.84 4.34 0.98 0.71
2020 100 21.5 13.8 22.4 0.280 33.5 258 930 63.0 2.58 4.26 0.99 0.69

5–6 2002 71 14.0 11.6 16.0 0.080 28.7 153 1,870 82.8 2.15 4.07 0.97 0.73
2008 77 14.7 11.6 16.5 0.090 32.8 175 1,944 79.2 2.27 4.61 0.97 0.81
2014 81 15.6 11.7 17.0 0.110 38.4 217 2,024 75.4 2.68 5.29 0.98 0.92
2020 89 16.7 11.2 17.9 0.115 35.6 210 1,766 66.7 2.36 5.93 0.99 0.89

Notes: Age – average stand age, dbh – mean quadratic diameter at breast height, h – mean height, h95 – top 95% height, v – average tree 
volume, BA – basal area, V – stand volume, N – number of trees per hectare, HDR – slenderness ratio, MAI – mean annual increment, 
CPA – crown projection area, CC – canopy closure, SDI – stand density index.
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Fig. 2. Histogram of the diameter structure of the tree layer in high forest (PRPs 1–2), coppice with standards (PRPs 3–4), 
and coppice (PRPs 5–6) in the Doutnáč location differentiated by the main tree species in 2002 (left) and 2020 (right); 
only tree species with share ≥ 5% are shown
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5–6), respectively. While an overall increase of the 
stand volume occurred in the high forest over the 
entire period, it increased in the coppice with stand-
ards and coppice until 2014, and then it decreased. 
On PRP 1–2, 95% of the volume represented beech. 
On PRPs 3–4, small-leaved lime (29–31%) and ses-
sile oak (26–30%) were the dominant tree species. 
Similarly, sessile oak (42–44%) and small-leaved 
lime (34–37%) reached the largest volumes on PRPs 
4–5. The mean annual increment (MAI) reached 
5.96 m3 ha−1 yr−1 in 2020 in the high forest, while 
MAI was lower by 56% and 60% in the coppice with 
standards and coppice, respectively.

The diameter frequencies of the tree layer in 2002 
and 2020 showed different structures and dynamics 
(Fig. 2). On PRPs 1–2, two layers were distinguished, 
in these beech dominated with the most frequency 
diameter classes from 28 to 36 cm in 2002, while 
the diameter structure was right-sided in 2020. On 
PRPs 3–4, the stands had the overall character of the 
selection structure. At the same time, hornbeam was 
the dominant tree species in the lower storey and 
lime with oak in the upper storey of the coppice with 
standards plots. PRPs 5–6 also showed features of 
the selection structure based on diameter structure. 
However, lime was the dominant tree species in the 
coppice. During the monitored 18 years, the num-
ber of trees in the thinnest diameter class (4–8 cm) 
decreased by 20, 56–84, and 236–364 trees ha−1 on 
PRPs 1–2, PRPs 3–4, and PRP 5–6, respectively.

Stand biodiversity

In terms of species diversity, the species richness 
of the tree layer was medium from 2002 to 2020 in 
the high forest (PRPs 1–2), high in the coppice (PRPs 

5–6) and very high in the coppice with standards 
(PRPs 3–4; Table 4). Until 2020, there was a slight 
increase in species richness on all PRPs except for 
high forest. The species heterogeneity of the tree lay-
er and species evenness were low in 2002–2020 on 
PRPs 1–2, medium on PRPs 5–6, high on PRPs 3–4. 
The diversity was relatively stable in all the variants 
during the observed period.

On the one hand, the horizontal structure was 
random with a tendency to regular distribution in the 
case of high forest during the monitored years. On 
the other hand, the spatial pattern of trees was sig-
nificantly aggregated on other PRPs, especially in the 
coppice. The vertical structure within the PRPs (not 
variants) was relatively variable (A=0.189–0.700), 
ranging from a low (PRPs 1–2 in 2002) to medi-
um (in 2020) to fairly diversified vertical diversity, 
which consists of several (3–4) storeys on PRPs 3–6. 
It slightly increased on all plots except the coppice 
during the monitored years, where it decreased more 
significantly between 2014 and 2020.

The height and diameter differentiation of stands 
was predominantly medium except for the low differ-
entiation in the case of the coppice. At the end of the 
study period, the diameter differentiation increased 
in the coppice with standards and decreased in the 
high forest. Height differentiation increased on all 
PRPs. In terms of total diversity, an uneven struc-
ture (B = 6.545–6.742) was observed on PRPs 1–2 
and a very diverse structure (B=9.228–10.623) on 
PRPs 3–6. Stand variability slightly increased during 
the study period on all PRPs except PRP 2, where a 
slight decrease in the second half of the study period 
occurred (Table 4).

Table 4. Indices describing the diversity of the tree layer in high forest (PRPs 1–2), coppice with standards (PRPs 3–4), 
and coppice (PRPs 5–6) in the Doutnáč location in 2002, 2008, 2014, and 2020; the table shows the average values for 
the two plots; an increase in the values during dynamics is highlighted in grey

PRP Year Species 
richness

Species
heterogeneity

Species 
evenness

Horizontal 
structure

Vertical 
structure

Diameter
differentiation

Height
differentiation

Total 
diversity

1–2

2002 0.503 0.105 0.175 1.137 0.209 0.424 0.254 6.628
2008 0.502 0.105 0.176 1.134 0.214 0.417 0.263 6.738
2014 0.501 0.106 0.177 1.132 0.223 0.407 0.275 6.755
2020 0.340 0.091 0.194 1.052 0.444 0.347 0.274 6.652

3–4

2002 1.162 0.737 0.772 0.960 0.676 0.393 0.281 10.186
2008 1.153 0.737 0.772 0.922* 0.674 0.396 0.304 10.285
2014 1.147 0.738 0.773 0.894* 0.670 0.403 0.331 10.403
2020 1.318 0.734 0.734 0.881* 0.692 0.417 0.357 10.463

5–6

2002 0.864 0.577 0.660 0.716* 0.649 0.323 0.233 9.465
2008 0.860 0.580 0.664 0.716* 0.658 0.321 0.253 9.393
2014 0.855 0.585 0.669 0.720* 0.670 0.318 0.277 9.310
2020 0.937 0.588 0.651 0.736* 0.557 0.320 0.288 9.729

Notes: Species richness – Margalef D index, Species heterogeneity – Shannon H’ index, Species evenness – Pielou E index, Horizontal 
structure – Clark-Evans aggregation R index, Vertical structure – Arten-profile A index, – Diameter differentiation – Füldner TMd 
index, Height differentiation – Füldner TMh index, Total diversity – Jaehne-Dohrenbusch B index; * statistically significant (p < 0.05) 
aggregated horizontal structure.
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Structure and dynamics of deadwood

The deadwood volume ranged from 1.7 (PRP 1) 
to 16.2 m3 ha−1 (PRP 6) and reached 0.2–9.8% of the 
total stand volume in 2002. The proportion of lying 
deadwood prevailed over the standing by 22% at the 
beginning of the monitoring (Table 5). Until 2014, 
the proportion of deadwood increased only imper-
ceptibly. A significant increase in deadwood occurred 
only between 2014 and 2020. In 2020, the propor-
tion of deadwood in the total stand volume ranged 
from 4.1% (high forest) to 14.3% (coppice). Specif-
ically, the lowest deadwood proportion was on PRP 
4 (18.3 m³ ha−1) in 2020, i.e., 6.2% of the stand vol-
ume compared to the highest proportion on PRP 6 
(35.4 m³ ha−1), i.e., 15.6% of stand volume. In 2020, 
the proportion of standing deadwood prevailed by 
40% over logs.

Regarding the representation of tree species 
in standing dead wood, dominating oak (43.4%) 
is followed by spruce (15.3%), lime (13.4%), and 

hornbeam (10.3%). In terms of the degree of decom-
position of standing deadwood, the 1st and 2nd degree 
(55.5 and 29.4%) were the most represented, less the 
3rd degree (17.6%) and the least was the 4th degree 
(2.4%; Table 5). In terms of the degree of decomposi-
tion of lying deadwood, the 3rd and 2nd degrees (60.0 
and 20.0%) were the most occurred, the 4th degree 
was less represented (10.9%), and the least belonged 
to the 1st degree (9.1%). The horizontal structure of 
standing and lying deadwood was mainly random, 
and it was clustered only for lime in 2014 and 2020.

Radial growth and climate effect

Beech (1.98 mm) and larch (1.98 mm) showed 
the highest mean radial growth compared to the low-
est, rowan (0.92 mm) and ash (1.00 mm; Table 6). 
Autocorrelation AR1 showed similarity of all tree 
species (0.45–0.66). Results of EPS were significant 
(EPS > 0.85) in the case of beech (EPS=0.95), oak 
(EPS=0.96), Norway maple (EPS=0.88), and ash 

Table 5. The volume of standing, lying, and total deadwood based on the degrees of decomposition in high forest (PRPs 
1–2), coppice with standards (PRPs 3–4), and coppice (PRPs 5–6) in the Doutnáč location in 2002, 2008, 2014, and 
2020; the table shows the average values for the two plots; an increase in the values during dynamics is highlighted 
in grey

PRP Year

Dead wood (m3 ha–1)

Proportion in the total 
stand volume (%)

Standing (stumps) Lying (logs)
Total

(m3 ha–1)Decomposition degree
1. 2. 3. 4. (%) 1. 2. 3. 4. (%)

1–2

2002 0.5 0.5 0.0 0.0 40.5 0.2 1.1 0.0 0.0 59.5 2.2 0.4
2008 0.2 1.7 0.0 0.0 51.0 0.1 1.1 0.2 0.0 49.0 3.2 0.7
2014 0.1 2.8 0.0 0.0 87.0 0.0 0.9 0.0 0.0 13.0 3.8 0.7
2020 17.0 5.0 0.5 0.0 93.5 0.6 0.5 0.4 0.1 16.5 23.9 4.1

3–4

2002 0.7 1.4 0.6 0.0 29.5 1.3 1.8 1.8 0.1 70.5 7.6 3.7
2008 1.2 2.4 1.2 0.0 36.5 0.9 0.9 3.9 0.6 63.5 12.9 5.4
2014 1.6 3.2 1.7 0.0 45.0 0.6 0.3 6.3 0.8 55.0 14.6 5.4
2020 11.7 3.9 1.4 0.1 73.5 1.0 0.6 4.5 1.2 26.5 22.8 9.2

5–6

2002 2.2 1.8 2.0 0.3 47.0 1.0 2.8 2.8 0.2 53.0 13.1 8.5
2008 1.8 2.2 3.5 0.5 49.5 0.5 1.4 5.5 0.5 50.5 15.7 8.8
2014 1.3 2.7 4.5 0.7 47.5 0.0 0.4 8.0 0.7 52.5 18.2 8.3
2020 14.0 3.1 3.1 0.4 68.0 0.3 0.9 5.8 2.7 32.0 30.1 14.3

Table 6. Characteristics of standardized tree-ring chronologies of tree species in 1960–2020

Species No. cores (pcs) Mean RW (mm) Min–max RW (mm) Min–max age (yr) SD AR1 R-bar ESP SNR
Fagus sylvatica 30 1.98 1.27–3.33 155–107 0.87 0.61 0.42 0.95 20.68
Quercus petrea 30 1.13 0.77–1.94 157–171 0.53 0.61 0.35 0.96 21.77
Carpinus betulus 14 1.24 0.91–1.83 150–111 0.58 0.41 0.04 0.35 10.55
Tilia cordata 28 1.32 0.68–2.00 156–111 0.71 0.49 0.07 0.68 12.14
Acer platanoides 30 1.20 0.47–3.60 152–115 0.67 0.45 0.17 0.88 10.08
Larix decidua 15 1.98 1.24–2.97 89–98 1.27 0.66 0.30 0.68 12.13
Sorbus torminalis 12 0.92 0.70–1.15 65–88 0.44 0.53 0.19 0.07 10.08
Fraxinus excelsior 27 1.00 0.58–1.92 174–118 0.48 0.56 0.34 0.94 14.37

Notes: No. cores – number of cores used for analyses, RW – tree ring width, SD – standard deviation, AR1 – first-order autocorrelation, 
R-bar – inter-series correlation, EPS – expressed population signal (significant numbers EPS > 0.85 are in bold), SNR – signal-to-
noise ratio.
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(EPS=0.94). The values of EPS in hornbeam, lime, 
larch, and wild service tree were < 0.85, and they 
were not included for other climate analyses. Values 
of SNR were the highest in oak (SNR=21.77), fol-
lowed by beech (SNR=20.68). Over the last 20 years 

(compared to the preceding 20 years), the radial 
growth has increased in oak by 7.0%, while the high-
est decrease was observed in beech (–37.9%).

In the case of comparable sampling depth (beech, 
oak, lime, maple and ash), the highest mean growth 
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Fig. 3. Standardized ring width chronologies of European beech (a), sessile oak (b), Norway maple (c), and European ash 
(d) in 1960–2020; RWI – ring width index

Fig. 4. Pointer years (relative growth change) of European beech (a), sessile oak (b), Norway maple (c), and European 
ash (d) in 1960–2020; light grey bars – mean growth deviation, dark grey bars – signify significant pointer years with 
deficient radial growth
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variability was observed in beech (SD=0.87), while 
a relatively stable growth was confirmed in ash 
(SD=0.48; Table 6, Fig. 3). In beech and maple, their 
reduced increment in 1990 was negatively affected by 
an extreme lack of precipitation (394 mm, with the 
mean of 544 mm in 1960–2020). In 2007 and 2011, 
low radial growth in beech was caused by a late frost 
and European oak leafroller (Tortrix viridana) feeding 
in 2007. In 2016–2019, a significant growth depres-
sion was elicited by extremely high temperatures and 
long-term drought, evenly for other tree species. The 
reduced increment of sessile oak was caused by tra-
cheomycosis in the 1995–2000 period and European 
oak leafroller feeding in 2007, as in the case of maple. 
On the other hand, the radial growth increased after 
thinning in 1970 and 1981. In maple, growth depres-
sions were caused by a high occurrence of tar spot 
(Rhytisma acerinum) in 1990 and 2004. In the case of 
ash, the growth depression was elicited by a late frost 
in 1964 (temperature in March was –2.1 °C, the mean 
is 3.7 °C), such as in 2007. Conversely, a growth in-
crease noted in 2002 was positively affected by the 
synergism of a high annual sum of precipitation (713 
mm, mean 544 mm) and an above-average tempera-
ture (9.4 °C, mean 8.6 °C).

A negative pointer year was observed only for 
beech in the second part of the studied period, name-
ly 2011, 2018, and 2019 (Fig. 4). The year 2018 was 
the historically warmest year (10.5 °C, mean 8.6 °C). 
Similarly, a hot growing season was typical of 2019, 
primarily June (21.5 °C, mean 16.3 °C). On the other 
hand, no positive pointer year was observed in oak, 
maple, and ash. The lowest mean annual growth de-
viation and the possibility of pointer years were con-
firmed in the case of maple.

The monthly climatic characteristics (tempera-
tures and precipitation sum) had a significant effect 
(p < 0.05) on the radial growth of the four tree spe-
cies studied (Fig. 5). The radial growth was affected 
by climate primarily in the growing season, especial-
ly in July of the current year. The temperature (13 
significant months) was the key driving factor for 
the growth compared to the low effect of precipita-
tion (7 months). Generally, the precipitation had a 
positive and the temperature negative effect on the 
diameter increment in the studied lowland area. Ac-
cording to tree species, beech was the most sensitive 
tree species to climate factors (7 months), followed 
by maple. In comparison, ash (3 months) and oak (4 
months) were the most resistant.
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Fig. 5. Coefficients of correlation in the regional residual index tree-ring chronology of European beech, sessile oak, Nor-
way maple, and European ash with the sum of precipitation (P) and monthly average air temperature (T) from May of 
the previous year (uppercase letters) to September of the current year (lowercase letters) in 1960–2020; statistically 
significant (p < 0.05) values are marked with a circle
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Based on cyclic fluctuations in the radial growth 
of the RWI of the studied tree species using spec-
tral analysis, the most considerable fluctuations in 
the radial growth were recorded in beech, which is 
reflected in the highest values periodogram values 
(Fig. 6). Conversely, the lowest cyclical fluctuations 
were recorded for maple. Beech and maple recorded 
4 to 7 and 15-year cycles in radial growth. Ash re-
corded 15 and 30-year cycles and oak 12 and 20-year 
cycles. Overall, the most frequently recorded radial 
growth cycles were 2 to 7 years and 15 years.

Interaction among stand dynamics, 
structure, production, diversity, and 
management

The results of PCA are presented in an ordination 
diagram showing relationships among forest dynam-
ics, stand structure, biodiversity, timber production, 
and management (Fig. 7). The first ordination axis 
explains 64.8% of the data variability, the first two 
axes together demonstrate 82.2%, and the first four 
axes even 96.9%. The x-axis illustrates the tree vol-
ume height and MAI, and the y-axis represents di-
ameter differentiation and HDR. The basal area was 
the lowest explanatory variable in the ordination 
diagram. Stand and tree volume, height, dbh, and 
MAI were positively correlated to each other while 
negatively correlated to the stand density, canopy, 
vertical, and total diversity. Diameter differentiation 

was increasing with the stand age. Height differenti-
ation was negatively correlated with HDR. The high 
forest was characterized by increased production 

Fig. 7. Ordination diagram showing results of the princi-
pal component analysis of relationships between stand 
structure (stand density, canopy – crown closure, di-
ameter at breast height, height, tree volume, stand vol-
ume, age of the stand, SDI – stand density index, HDR 
– slenderness ratio, MAI – mean annual increment), 
diversity (D – species richness, H’ – species heteroge-
neity, E – species evenness, R – horizontal structure, 
A – vertical structure, TMd – diameter differentiation, 
TMh – height differentiation, B – total diversity), man-
agement (high forest, coppice with standards, coppice) 
and time (2002, 2008, 2014, 2020); ■ indicate years of 
investigation, ▲ signify a type of forest and ● are plots 
with years

Fig. 6. Single spectral analysis of the indexed ring-width chronology of European beech (a), sessile oak (b), Norway maple 
(c), and European ash (d) in the Doutnáč location for the 1960–2020 period



 Effects of environmental factors and management on dynamics of mixed calcareous forests... 91

parameters, the coppice by high SDI, canopy, and 
stand density, while the coppice with standards by 
high diversity parameters, particularly height differ-
entiation. The highest forest dynamic was observed 
in the last period (2014–2020). Over the monitored 
period, the lowest dynamics was noted in the high 
forest.

Discussion
Stand structure, production, and 
dynamics

In 2002–2014, the production parameters in-
creased on all PRPs, and they decreased in the 2014–
2020 period due to increased tree mortality, except 
the high forest. In this management variant, the vol-
ume increment replaced the loss caused by mortality. 
The tree mortality ranged from 7% in the high forest 
to 14 % in the coppice with standards. The higher 
mortality in the coppice was caused by substantially 
greater number of younger individuals, higher tree 
density and faster dynamics of sprouts compared to 
the high forest. The most considerable changes in 
the stand structure occurred in the coppice and cop-
pice with standards, concurring with previous stud-
ies (Pailett et al., 2010; Müllerová et al., 2015).

The increase in the stand density from 394–1870 
to 404–2024 trees per ha in 2002–2014 affected 
the stand characteristics. In particular, the crown 
closure was above 92% in our study, whereas it 
ranges between 64–83% and 85–87% in pure and 
mixed stands, respectively, in average forest habitats 
(Pretzsch, 2013). However, the crown projection area 
is several times larger than the stand area in the case 
of a combination of light-demanding and shade-tol-
erant tree species (Pretzsch, 2013). It was identical 
in our case for the crown projection area, reaching 
almost six times the stand area in the coppice plot. 
At the same time, the crown shape changes and the 
crown efficiency increases due to asymmetric compe-
tition (Grams & Andersen, 2007; Štefančík, 2017). 
High-density stands tend to adapt to the effective 
trunk and crown ratio, reducing the crown projection 
area and increasing radiation use efficiency, mainly 
in mountainous regions with lower mean air tem-
peratures (Bulušek et al., 2016; Černý et al., 2020). 
In 2014–2020, the number of trees decreased from 
404–2024 to 372–1766 per ha, being the highest in 
the coppice forest.

The stand volume reached the highest values 
in the coppice and coppice with standards in 2014 
(217–276 m3 ha−1), while the maximum in the high 
forest was attained in 2020 (590 m3 ha−1), again indi-
cating a considerable variability of plots, similarly to 
the study of Szymura et al. (2014). These results are 

comparable with studies evaluating close-to-nature 
oak-beech forests in Romania at a similar altitude 
(350–620 m), where the average stand volume was 
577 m3 ha−1 and 675 m3 ha−1 in mixed oak forests 
and pure beech stands, respectively. Even a higher 
stand volume (635–875 m3 ha−1) was documented in 
the oak-dominated forests in the same Runcu Grosi 
Natural Reserve in Romania (Petritan et al., 2014). 
Contrarily, similar results to our research occurred 
in Polish forests (Szymura et al., 2014), with a stand 
volume of 65–370 m3 ha−1. In our case, the high stand 
volume is primarily related to the previous manage-
ment because these plots have been transformed into 
a high forest in the last 50 years. Nevertheless, some 
authors state that such transformation and impact 
of the original management may last more than 100 
years (Paillet et al., 2010; Müllerová et al., 2015).

For individual management variants, the mean an-
nual increment ranged between 2.15–5.47 m3 ha−1 (in 
2002) and 2.36–5.96 m3 ha−1 (in 2020), favouring the 
high forest. However, it was the highest in 2014 in 
the coppice and coppice with standards. These results 
show a more pronounced dynamics of changes after 
allowing spontaneous development in a former cop-
pice than in the stands converted to a high forest. Sim-
ilarly, the highest MAI was documented in herb-rich 
beech high forest (4.7 m3 ha−1) compared to a scree 
coppice (3.9 m3 ha−1) and coppice with standards (3.7 
m3 ha−1) in Broumovsko in eastern Czechia (Vacek et 
al., 2014). The volume stabilization was supposed to 
occur in the high forest at the age of 70 (Bruckman et 
al., 2011). However, the volume may still increase at 
this age in the case of coppices because the share of 
the trunk in the stand biomass is different in the high 
and coppice forests (Suchomel et al., 2012).

In relation to profitability, economic efficiency of 
dominant oak coppice could be greater compared to 
high forest or over-mature coppice in study area of 
central Bohemia (Březina et al., 2020). Moreover, 
young coppices seem as one of the promising ad-
aptable forest management alternatives, with a bet-
ter adaptive strategy on extreme sites under water 
limiting conditions compared to stands established 
from seeds (Stojanović et al., 2016). On the other 
hand, this advantage of coppice gradually decreas-
es as coppice sprouts transpire significantly higher 
(Stojanović et al., 2017). This can be reflected in the 
overall demand for water in soil, which may be scarce 
in times of climate change and increasing drought 
periods (Anderegg et al., 2020).

Stand biodiversity

The results of our study indicate that only minor 
changes in the stand diversity in the Doutnáč for-
est complex occurred during the observed 18-year 
period. In Białowieża National Park forests, most 
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structural attributes revealed also high stability over 
last 80 years, but noticeable changes in the tree 
species composition took place related to declining 
occurrence of many tree species (Brzeziecki et al., 
2018). In our case, more pronounced changes in for-
est diversity dynamics were only observed in the last 
period (2014–2020). This trend is probably caused 
by the short research period, during which the dy-
namics of the tree layer was not sufficiently reflected, 
as according to Kucbel et al. (2012). In addition, as 
reported by Dieler et al. (2017), the knowledge on 
the impact of management on biodiversity, in gener-
al, is often partial, while the key aspects are not fully 
understood yet. Biber et al. (2015) state that a higher 
diversity at the forest landscape level is not necessar-
ily associated with less intensive management.

The species composition in our case indicates that 
mixed stands (hornbeam-oaks) with dominating oak 
and lime, complementing each other, show a higher 
tree species diversity than beech-dominated high for-
ests. Compared to the original tree species composi-
tion, oak-hornbeam forests naturally occur in low-
land habitats. In contrast, acidophilous oak forests 
typify mid-altitudes and beech forests for submon-
tane and montane areas of Czechia (Chytrý, 2012). 
Similarly, the highest total diversity was observed in 
the coppice with standards and coppice compared to 
low diversity in the high forest. From a long-term 
point of view, oak absents in the younger classes. 
On the contrary, it is more significantly replaced by 
a hornbeam. Similarly, oak together with other tree 
species (aspen, birch, ash, maple) exhibited large de-
creases in density, while a hornbeam and lime have 
increased in importance across a wide range of ini-
tial compositional types in Białowieża National Park 
(Brzeziecki et al., 2016, 2020). We witness a similar 
situation when coppicing is abandoned, followed by 
a gradual increase in the canopy cover (Plue et al., 
2013; Müllerová et al., 2015). It can be achieved by 
increasing the proportion of beech and hornbeam, 
usually leading to more significant shading of the soil 
surface and worsening the conditions for the herb 
layer and natural regeneration (Plue et al., 2013).

A loss of diversity in deciduous forests was ob-
served in the previous studies (Bartha et al., 2006; 
Hédl et al., 2010). A decrease in the abundance of 
downy oak (Quercus pubescens Willd.) and wild service 
tree has been recorded in Doutnáč since the 1950s, 
as it was the case with the light-demanding species 
of the herb layer (Průša, 1985). In the evaluated 
years 2002–2020, the trend of increasing the overall 
diversity of the tree layer prevailed. However, it sub-
sided after 2014, followed by stagnation and finally 
by a slight decrease due to increased mortality. As 
in Doutnáč, Hédl et al. (2010) reported analogous 
phases of stand development of similar forests in 
Milovice in Central Bohemia. After abandoning the 

traditional management, this trend was also demon-
strated in oak forests in Denmark (Strandberg et al., 
2005) and the Netherlands (Haveman & Schaminée, 
2005). However, Heiri et al. (2009) suggest that en-
vironmental factors determine the tree species com-
position at larger scales compared to historical man-
agement strategies that are obviously adapted well to 
the species autecological requirements.

In terms of spatial pattern, the difference between 
the high forest (with dominant beech and a reason-
ably regular tree distribution) and the aggregated 
horizontal structure in mixed hornbeam-oak groves 
is evident. For these areas, the previous coppice with 
standards and coppice management led to a more 
significantly aggregated horizontal structure of the 
tree layer. Forest management and silvicultural treat-
ments significantly affect the spatial pattern of trees 
(Vacek et al., 2018; Hájek et al., 2020). In the upper 
storey, the distribution is rather random (Petritan et 
al., 2014), while a tendency of increasing clumping 
with decreasing storeys, or the formation of groups 
from light-demanding tree species, is evident (Such-
omel et al., 2012; Bulušek et al., 2016). In fact, this 
also applies to our study because individuals on all 
PRPs were clustered in the lower storey. Generally, 
close-to-nature management of mixed stands with 
the high tree species diversity, uneven-aged and spa-
tially irregular forests are the best options to pre-
pare for future uncertainty in time of global climate 
change (Rößiger et al., 2019; Vacek et al., 2020b).

Structure and dynamics of deadwood

In forest development, the mortality of individual 
trees is crucial, as it causes changes in diversity (De-
beljak, 2006; Burrascano et al., 2008). In addition, 
the volume and density of deadwood are considered a 
useful structural indicator of both the diversity of for-
est ecosystems and naturalness (Bartha et al., 2006; 
Bölöni et al., 2017). In our case, deadwood volume 
was lower (on average 14 m³ ha−1) than 241 m3 ha−1 
in close-to-nature beech-oak forests in Romania (Pe-
tritan et al., 2014), not exceeding 35 m³ ha−1 during 
our study period. Comparable results were presented 
by Burrascano et al. (2008), who reported 12 m³ ha−1 
and 45 m³ ha−1 in managed and primaeval forests, re-
spectively, in Italy. A higher deadwood volume (me-
dian 53 m³ ha−1) is also documented in beech-dom-
inated and oak lowland forests in North-Western 
and Central Europe with an annual accumulation 
rate from 0.1 to 19 m3 ha−1 yr−1 (Vandekerkhove et 
al., 2009). In our case, the mean annual deadwood 
accumulation was accelerated during the observed 
period, reaching 1 m3  ha−1  yr−1. Similar accumu-
lation rates were observed in 545 research plots in 
beech-dominated forests in North-Western Germany 
(Meyer & Schmidt, 2011).
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The shares of standing and lying deadwood on the 
plots were variable. The standing deadwood volume 
on the plots was 55.7% on average. This proportion 
was significantly higher on the plots with dominat-
ed beech in the tree layer (68:32), corresponding to 
stands in the optimum stage (Debeljak, 2006). The 
balanced share of the standing to lying deadwood re-
flects the fact that these stands are relatively young 
(approximately one hundred years), where competi-
tion between individuals still plays a role, and there 
is no breakdown of the tree layer within the natural 
development cycle. Higher amount of deadwood and 
its highest share simultaneously due to the stand 
volume can be found on the plots with an aggregated 
structure, higher species variability, and higher com-
petition between trees (Vacek et al., 2015).

The standing deadwood volume was dominated 
by oak, which may be substantiated by an increased 
canopy, followed by spruce and lime. In the lying 
deadwood, oak, hornbeam, beech, and lime were 
abundant. In terms of decomposition degrees, the 1st 
and 2nd degrees were the most represented in stand-
ing deadwood and the 2nd and 3rd degrees in lying 
one, indicating the short time since the plots were 
reserved for natural succession (Debeljak, 2006). 
Since leaving the forest for natural development, the 
deadwood volume has shown only a slight increase. 
Changes in the tree species composition are related 
to oak (+5%), spruce (+2%), lime (−3.2%), and 
hornbeam (−2%). The horizontal deadwood distri-
bution is primarily random, corresponding to the re-
sults of other authors (Král et al., 2015; Vacek et al., 
2015).

In relation to climate change, dead wood plays an 
important role in carbon flux (Tavankar et al., 2022). 
Warmer climates indicate faster decomposition and 
carbon release compared to cooler climates (Russell 
et al., 2015). In addition, with higher volume of dead 
wood and richer stand structure (coppice), there is a 
higher risk of fires. Especially in Mediterranean coun-
tries, the consequences of climate change on the fire 
regime have direct and significant impact on forest 
ecosystems, due to likely increases in area burnt and 
in fire intensity and severity (Moriondo et al., 2006).

Radial growth and the climate effect

The individual tree species radial growth in the 
studied locality showed higher differentiation in 
beech and lime than oak and ash with lower growth 
variability. In addition, climatic sensitivity of beech 
was confirmed by the most increased occurrence of 
negative pointer years in the last 10 years during on-
going climate change. In the previous 20 years, the 
radial growth has increased by 7.0% in oak, while 
it decreased in all of the other studied tree spe-
cies, particularly in beech (−37.9%). However, that 

differentiation of radial growth closely correlates 
with habitat, altitude, and stand conditions (Rozas et 
al., 2015; Šimůnek et al., 2021). To a large extent, ra-
dial growth, and the associated production potential, 
are influenced by the tree species mixing (Pretzsch 
et al., 2020, 2021; Vacek et al., 2021a), air pollution 
load (Král et al., 2015; Putalová et al., 2019), drought 
(Steckel et al., 2020), game damage (Cukor et al., 
2019a, 2019b; Vacek et al., 2020a), fertilization (Cu-
kor et al., 2017; Gallo et al., 2021) or historical land 
use (Cukor et al., 2020; Vacek et al., 2021b).

Climatic and growth conditions are generally con-
sidered to be principal factors affecting radial growth 
(Schweingruber et al., 1990; Šimůnek et al., 2019). 
The radial growth of tree species in the Doutnáč lo-
cation was negatively affected by the temperature 
and positively by precipitation, particularly from July 
to August. The work of Alfaro-Sánchez et al. (2020) 
found a negative effect on oak growth in connection 
with the water deficit in the soil from June to July 
of the current year. Besides that, Andersson et al. 
(2011) showed that precipitation had a higher effect 
on oak growth than temperature.

Anyway, the current impact of climate change on 
growth may not always be well understood, as the 
growth is influenced by several different factors that 
play many different roles (Urli et al., 2015). In addi-
tion, global warming accelerates the onset of springs, 
extending the growing season length (Menzel et al., 
2006), leading to changes in the growth-climate rela-
tionship (Rozas et al., 2015; Netsvetov, 2017). In our 
case, tracheomycosis in oak and Rhytisma acerinum in 
maple can also be held responsible for harming the 
growth. The Tortrix viridana feeding also negatively 
affected radial growth. Strong late frosts also reduced 
radial growth, especially in beech, maple and ash 
(Gallo et al., 2017; Šimůnek et al., 2019). However, 
increased competition, which could be eliminated by 
silvicultural treatments, is also one of the crucial fac-
tors influencing growth (Scharnweber et al., 2011).

Beech showed the most considerable fluctuations 
in radial growth. Generally, beech is more vulnerable 
than oak to drought and high temperatures in low-
lands (Vacek et al., 2019). It can be expected that the 
beech stands will gradually spread to upper altitude 
areas and to the north while declining in the south 
and lower altitudes in relation to climate change 
(Kramer et al., 2010; Dulamsuren et al., 2017), such 
as other three species. Contrastingly, the under-rep-
resented Norway maple showed the lowest fluctua-
tions in radial growth. It was confirmed by a study 
from the Krkonoše Mountains, where closely related 
sycamore maple (Acer pseudoplatanus L.) also achieved 
the lowest cyclic fluctuations in RWI (Hájek et al., 
2021). Cyclically, the most pronounced factor influ-
encing the radial growth of all tree species is air tem-
perature, of which 7-year cycles were recorded in the 



94 Karel Vančura et al.

Czech Republic (Šimůnek et al., 2020, 2021). There 
are variations of 7 and 15-year periods in our results, 
which we attribute to the influence of temperatures. 
Oak showed 12 and 20-year cycles in radial growth, 
markedly similar to the solar cycles recorded for beech 
in the Czech Republic (Šimůnek et al., 2020, 2021).

Conclusion

The study provides significant evidence and ex-
amples of how the differently managed forest ecosys-
tems altered their successional dynamics after being 
reserved for natural succession without human in-
terventions since 2004. The data gathered and eval-
uated within this research will help us better under-
stand natural processes in the studied forest stands. 
It brings valuable knowledge for future forest man-
agement practice, considering climate change and 
its impact on forests. The limiting factor of radial 
growth was the lack of precipitation and high tem-
perature in the growing season in terms of climate. 
The most climate-sensitive tree species was beech, 
which belongs to submontane regions by native area 
of distribution, compared to the resilience of ash and 
a positive growth increase in oak. For the landscape 
mosaic, it is recommended to use various silvicultur-
al systems for hornbeam-oak groves and calcareous 
beech forests: under the current climatic conditions, 
silviculture utilizing coppice with standards and the 
backup of admixed tree species to support forest di-
versity and faster dynamics, and contrarily, the high 
forest system for the highest production potential.

Acknowledgements

This research was funded by the Czech Univer-
sity of Life Sciences Prague, Faculty of Forestry and 
Wood Sciences (IGA 2021/22 Šimková) and the 
Ministry of Agriculture of the Czech Republic (No. 
QK21020371). We are grateful to the Czech Hydro-
meteorological Institute for providing the climate 
data. We would also like to thank Richard Lee Man-
ore, a native speaker, and Jitka Šišáková, an expert in 
the field, for checking English. Finally, we also thank 
three anonymous reviewers and the editor for their 
constructive comments and suggestions that helped 
improve the article.

Conflicts of Interest

The authors declare no conflict of interest.

Author Contributions

Conceptualization: K.V., Z.V. and S.V.; methodol-
ogy: K.V., Z.V., and S.V.; software and analysis: Z.V., 

V.Š. and V.H.; investigation: K.V., M.Š., Z.V., A.P., and 
I.K.; resources: V.S.; data curation: S.V., Z.V., and 
V.Š.; writing – original draft preparation: K.V., M.Š., 
Z.V., S.V., J.G., V.P., I.Š., and I.K.; supervision: S.V. 
and Z.V.; funding acquisition: M.Š.

References

Alfaro-Sánchez R, Valdés-Correcher E, Espelta JM, 
Hampe A & Bert D (2020) How do social status 
and tree architecture influence radial growth, 
wood density and drought response in spontane-
ously established oak forests?  Annals of Forest 
Science 77: 49. doi:10.1007/s13595-020-00949-x.

Allen CD, Macalady AK, Chenchouni H, Bachelet D, 
McDowell N, Vennetier M, Kitzberger T, Rigling 
A, Breshears DD, Hogg EH, Gonzalez P, Fensham 
R, Zhang Z, Castro J, Demidova N, Lim J-H, Al-
lard G, Running SW, Semerci A & Cobb N (2010) 
A global overview of drought and heat-induced 
tree mortality reveals emerging climate change 
risks for forests. Forest Ecology and Management 
259: 660–684. doi: 10.1016/j.foreco.2009.09.001.

Anderegg WR, Trugman AT, Badgley G, Konings 
AG & Shaw J (2020) Divergent forest sensitivi-
ty to repeated extreme droughts. Nature Climate 
Change  10: 1091–1095. doi:10.1038/s41558-
020-00919-1.

Andersson M, Milberg P & Bergman K-O (2011) Low 
pre-death growth rates of oak (Quercus robur L.) 
—Is oak death a long-term process induced by 
dry years? Annals of Forest Science 68: 159–168. 
doi:10.1007/s13595-011-0017-y.

Bartha D, Ódor P, Horváth T, Tímár G, Kenderes K, 
Standovár T, Bölöni J, Szmorad F, Bodonczi L & 
Aszalós R (2006) Relationship of tree stand het-
erogeneity and forest naturalness. Acta Silvatica 
et Lignaria Hungarica 2: 7–22.

Bertrand R, Lenoir J, Piedallu C, Riofrio-Dillon G, de 
Ruffray P, Vidal C, Pierrat J V & Gégout J C (2011) 
Changes in plant community composition lag be-
hind climate warming in lowland forests. Nature 
479: 517–520. doi:10.1038/nature10548.

Biber P, Borges JG, Moshammer R, Barreiro S, Bote-
quim B, Brodrechtová Y, Brukas V, Chirici G, Cor-
dero-Debets R, Corrigan E, Eriksson LO, Favero 
M, Galev E, Garcia-Gonzalo J, Hengeveld G, Ka-
valiauskas M, Marchetti M, Marques S, Mozg-
eris G, Navratil R, Nieuwenhuiis M, Orazio C, 
Paligrov I, Pettenella D, Sedmak R, Smerecek R, 
Stanislovatis A, Tome M, Trubins R, Tucek J, Viz-
zarri M, Wallin I, Pretzsch H & Sallnäs O (2015) 
How sensitive are ecosystem services in European 
forest landscapes to silvicultural treatment? For-
ests 6: 1666–1695. doi:10.3390/f6051666.



 Effects of environmental factors and management on dynamics of mixed calcareous forests... 95

Bieng MAN, Perot T, De Coligny F & Goreaud F 
(2013) Spatial pattern of trees influences species 
productivity in a mature oak–pine mixed forest. 
European Journal of Forest Research 132: 841-
850. doi: 10.1007/s10342-013-0716-z

Birks HJB (2005) Mind the gap: how open were 
European primeval forests? Trends in Ecolo-
gy & Evolution 20: 154–156. doi:10.1016/j.
tree.2005.02.001.

Blaser S, Prati D, Senn-Irlet B & Fischer M (2013) 
Effects of forest management on the diversity of 
deadwood-inhabiting fungi in Central European 
forests. Forest Ecology and Management 304: 42–
48. doi:10.1016/j.foreco.2013.04.043.

Bohn U &Neuhäusl R(2000) Karte der natürlichen 
Vegetation Europas 1:2 500 000. Bundesamt für 
Naturschutz, Bonn.

Bölöni J, Ódor P, Ádám R, Keeton WS & Aszalós R 
(2017) Quantity and dynamics of dead wood in 
managed and unmanaged dry-mesic oak forests 
in the Hungarian Carpathians. Forest Ecology and 
Management 399: 120–131.

Bradshaw RHW, Hannon GE & Lister AM (2003) A 
long-term perspective on ungulate-vegetation in-
teractions. Forest Ecology and Management 181: 
267–280.

Březina D, Kadavý J, Kneifl M & Michal J (2020) 
Comparison of economic efficiency of manage-
ment systems with prevailing representation of 
Sessile Oak (Quercus petraea (Matt.) Liebl.) in the 
territory of Křivoklátsko Forest Park (Czech Re-
public). Forests 11: 447. doi:10.3390/f11040447.

Bruckman VJ, Yan S, Hochbichler E & Glatzel G 
(2011) Carbon pools and temporal dynamics 
along a rotation period in Quercus dominated high 
forest and coppice with standards stands. For-
est Ecology and Management 262: 1853–1862. 
doi:10.1016/j.foreco.2011.08.006.

Brzeziecki B, Bielak K, Bolibok L, Drozdowski S, 
Zajączkowski J & Żybura H (2018) Structural 
and compositional dynamics of strictly protected 
woodland communities with silvicultural impli-
cations, using Białowieża Forest as an example. 
Annals of Forest Science 75: 1–15. doi:10.1007/
s13595-018-0767-x.

Brzeziecki B, Pommerening A, Miścicki S, 
Drozdowski S & Żybura H (2016) A common lack 
of demographic equilibrium among tree species 
in Białowieża National Park (NE Poland): evi-
dence from long‐term plots. Journal of Vegetation 
Science 27: 460–469. doi:10.1111/jvs.12369.

Brzeziecki B, Woods K, Bolibok L, Zajączkowski J, 
Drozdowski S, Bielak K & Żybura H (2020) Over 
80 years without major disturbance, late‐succes-
sional Białowieża woodlands exhibit complex 
dynamism, with coherent compositional shifts 
towards true old-growth conditions. Journal of 

Ecology 108: 1138–1154. doi:10.1111/1365-
2745.13367.

Bulušek D, Vacek Z, Vacek S, Král J, Bílek L & Králíček 
I (2016) Spatial pattern of relict beech (Fagus syl-
vatica L.) forests in the Sudetes of the Czech Re-
public and Poland. Journal of Forest Science 62: 
293–305. doi:10.17221/22/2016-JFS.

Burrascano S, Lombardi F & Marchetti M (2008) 
Old-growth forest structure and deadwood: are 
they indicators of plant species composition? A 
case study from central Italy. Plant Biosystems 
142: 313–323. doi:10.1080/11263500802150613.

Černý J, Pokorný R, Vejpustková M, Šrámek V & Bed-
nář P (2020) Air temperature is the main driving 
factor of radiation use efficiency and carbon stor-
age of mature Norway spruce stands under global 
climate change. International Journal of Biome-
teorology 64: 1599–1611. doi:10.1007/s00484-
020-01941-w.

Černý V (1949) Karlštejnské panství ve vývoji šesti 
století. Časopis společnosti přátel starožitností 
57: 77–86.

Chamagne J, Tanadini M, Frank D, Matula R, Paine 
CET, Philipson CD, Svátek M, Turnbull LA, Vol-
ařík D & Hector A (2017) Forest diversity pro-
motes individual tree growth in central Europe-
an forest stands. Journal of Applied Ecology 54: 
71–79. doi:10.1111/1365-2664.12783.

Chytrý M (2012) Vegetation of the Czech Republic: 
diversity, ecology, history and dynamics. Preslia 
84: 427–504.

Clark PJ & Evans FC (1954) Distance to near-
est neighbour as a measure of spatial rela-
tionship in populations. Ecology 35: 445–453. 
doi:10.2307/1931034.

Crookston NL & Stage AR (1999) Percent canopy 
cover and stand structural statistics from the For-
est Vegetation Simulator. RMRS-GTR-24. USDA 
Forest Service, Rocky Mountain Research Station, 
Ogden, Utah, USA. doi:10.2737/RMRS-GTR-24.

Cukor J, Linhart L, Vacek Z, Baláš M & Linda R (2017) 
The effects of Alginite fertilization on selected 
tree species seedlings performance on afforested 
agricultural lands. Central European Forestry 
Journal 63: 48–56. doi:10.1515/forj-2017-0001.

Cukor J, Vacek Z, Linda R, Sharma RP & Vacek S 
(2019a) Afforested farmland vs. forestland: Ef-
fects of bark stripping by Cervus elaphus and 
climate on production potential and structure 
of Picea abies forests. PloS One 14: e0221082. 
doi:10.1371/journal.pone.0221082.

Cukor J, Vacek Z, Linda R, Vacek S, Marada P, 
Šimůnek V & Havránek F (2019b) Effects of bark 
stripping on timber production and structure of 
Norway spruce forests in relation to climatic fac-
tors. Forests 10: 320. doi:10.3390/f10040320.



96 Karel Vančura et al.

Cukor J, Zeidler A, Vacek Z, Vacek S, Šimůnek V & 
Gallo J (2020) Comparison of growth and wood 
quality of Norway spruce and European larch: 
effect of previous land use. European Journal of 
Forest Research 139: 459–472.

Debeljak M (2006) Coarse woody debris in virgin 
and managed forests. Ecological Indicators 6: 
733–742. doi:10.1016/j.ecolind.2005.08.031.

Dieler J, Uhl E, Biber P, Müller J, Rötzer T & Pretzsch 
H (2017) Effect of forest stand management on 
species composition, structural diversity, and pro-
ductivity in the temperate zone of Europe. Euro-
pean Journal of Forest Research  136: 739–766. 
doi:10.1007/s10342-017-1056-1.

Dulamsuren C, Hauck M, Kopp G, Ruff M & Leusch-
ner C (2017) European beech responds to climate 
change with growth decline at lower, and growth 
increase at higher elevations in the center of its 
distribution range (SW Germany). Trees 31: 673–
686.

Fridman J & Walheim M (2000) Amount, structure, 
and dynamics of dead wood on managed forestland 
in Sweden. Forest Ecology and Management 131: 
23–36. doi:10.1016/S0378-1127(99)00208-X.

Fritts HC (1976) Tree rings and climate. London, Ed. 
Academic Press Inc., Tucson, Arizona, U.S.A.

Füldner K (1995) Strukturbeschreibung in Misch-
beständen. Forstarchiv 66: 235–606.

Gallo J, Baláš M, Linda R & Kuneš I (2017) Growth 
performance and resistance to ground late frosts 
of Fagus sylvatica L. plantation treated with a brass-
inosteroid compound. Journal of Forest Science 
63: 117–125. doi:10.17221/67/2016-JFS.

Gallo J, Baláš M, Linda R & Kuneš I (2020) The effects 
of planting stock size and weeding on survival and 
growth of small-leaved lime under drought-heat 
stress in the Czech Republic. Austrian Journal of 
Forest Science 137: 43–66.

Gallo J, Vacek Z & Vacek S (2021) Quarter of a cen-
tury of forest fertilization and liming research at 
the Department of Silviculture in Prague, Czech 
Republic. Central European Forestry Journal 67: 
123–134. doi:10.2478/forj-2021-0009.

Gamfeldt L, Snäll T, Bagchi R, Jonsson M, Gustafsson 
L, Kjellander P, Ruiz-Jaen, MC, Fröberg M, Sten-
dahl J, Philipson CD, Mikusinski G, Andersson 
E, Westerlund B, Andrén H, Moberg F, Moen J 
& Bengtsson J (2013) Higher levels of multiple 
ecosystem services are found in forests with more 
tree species. Nature Communications 4: 1340.

Grams TE & Andersen CP (2007) Competition for 
resources in trees: physiological versus morpho-
logical plasticity. Progress in Botany 68: 356–381. 
doi:10.1007/978-3-540-36832-8_16.

Hájek V, Vacek Z, Vacek S, Bílek L, Prausová R, Lin-
da R, Bulušek D & Králíček I (2020) Changes in 
diversity of protected scree and herb-rich beech 

forest ecosystems over 55 years.  Central Euro-
pean Forestry Journal 66: 202–217. doi:10.2478/
forj-2020-0011.

Hájek V, Vacek, S, Vacek Z, Cukor J, Šimůnek V, Šim-
ková M, Prokůpková A, Králíček I & Bulušek D 
(2021) Effect of climate change on the growth 
of endangered scree forests in Krkonoše Na-
tional Park (Czech Republic). Forests 12: 1127. 
doi:10.3390/f12081127.

Harmon ME, Franklin JF, Swanson FJ, Sollins P, Greg-
ory SV, Lattin JD, Anderson NH, Cline SP, Aumen 
NG, Sedell JR, Lienkaemper GW, Cromack KJr & 
Cummins KW (1986) Ecology of coarse woody 
debris in temperate ecosystems. Advances in Eco-
logical Research 15: 133–302.

Haveman R & Schaminée JHJ (2005) Floristic chang-
es in abandoned oak coppice forests in the Neth-
erlands with some notes on apomictic species. 
Botanika Chronika 18: 149–160.

Hédl R, Kopecký M & Komárek J (2010) Half a cen-
tury of succession in a temperate oakwood: from 
species-rich community to mesic forest. Diversi-
ty and Distributions 16: 267–276. doi:10.1111/
j.1472-4642.2010.00637.x.

Heiri C, Wolf A, Rohrer L & Bugmann H (2009) For-
ty years of natural dynamics in Swiss beech for-
ests: structure, composition, and the influence of 
former management. Ecological Applications 19: 
1920–1934.

Hobi ML, Commarmot B & Bugmann H (2015) Pat-
tern and process in the largest primeval beech 
forest of Europe (Ukrainian Carpathians). Journal 
of Vegetation Science 26: 323–336. doi:10.1111/
jvs.12234.

Jactel H & Brockerhoff EG (2007) Tree diversi-
ty reduces herbivory by forest insects. Ecolo-
gy Letters 10: 835–848. doi:10.1111/j.1461-
0248.2007.01073.x.

Jactel H, Gritti ES, Drossler L, Forrester DI, Ma-
son WL, Morin X, Pretzsch H & Castagneyrol B 
(2018) Positive biodiversity-productivity relation-
ships in forests: climate matters. Biology Letters 
14: 20170747. doi:10.1098/rsbl.2017.0747.

Jaehne SC & Dohrenbusch A (1997) Ein Verfahren 
zur Beurteilung der Bestandesdiversität. Forst-
wissenschaftliches Centralblatt 116: 333–345.

Janík D, Šamonil P, Vrška T, Adam D, Unar P, Hort 
L & Král K (2008) Doutnáč - monitoring lokality 
ponechané samovolnému vývoji. Doutnáč – mon-
itoring of the locality left to spontaneous develop-
ment. Folia Forestalia Bohemica 9, Lesnická práce 
s.r.o., Kostelec nad Černými lesy.

Jourdan M, Cordonnier T, Dreyfus P, Riond C, de Col-
igny F & Morin X (2021) Managing mixed stands can 
mitigate severe climate change impacts on French 
alpine forests. Regional Environmental Change 
21: 1–15. doi:10.1101/2020.06.13.149856.



 Effects of environmental factors and management on dynamics of mixed calcareous forests... 97

Kalis J, Merkt J & Wunderlich J (2003) Environ-
mental changes during the Holocene climatic 
optimum in central Europe - human impact and 
natural causes. Quaternary Science Reviews 22: 
33–79. doi:10.1016/S0277-3791(02)00181-6.

Kolström M, Lindner M, Vilén T, Maroschek M, Seidl 
R, Lexer MJ, Netherer S, Kremer A, Delzon S, Bar-
bati A, Marchetti M & Corona P (2011) Review-
ing the Science and Implementation of Climate 
Change Adaptation Measures in European For-
estry. Forests 2: 961–982. doi:10.3390/f2040961.

Körner C & Basler D (2010) Phenology under global 
warming. Science 327: 1461–1462. doi:10.1126/
science.1186473.

Král J, Vacek S, Vacek Z, Putalová T, Bulušek D & Šte-
fančík I (2015) Structure, development and health 
status of spruce forests affected by air pollution 
in the western Krkonoše Mts. in 1979–2014. Le-
snícký časopis – Forestry Journal 61: 175–187.

Kramer K, Degen B, Buschbom J, Hickler T, Thuiller 
W, Sykes MT & de Winter W (2010) Modelling 
exploration of the future of European beech (Fagus 
sylvatica L.) under climate change – range, abun-
dance, genetic diversity and adaptive response. 
Forest Ecology and Management 259: 2213–2222. 
doi:10.1016/j.foreco.2009.12.023.

Kucbel S, Saniga M, Jaloviar P & Vencurik J 
(2012) Stand structure and temporal variabili-
ty in old-growth beech-dominated forests of the 
north-western Carpathians: A 40-years perspec-
tive. Forest Ecology and Management 264: 125–
133. doi:10.1016/j.foreco.2011.10.011.

Kuehne C, Donath C, Müller-Using SI & Bartsch N 
(2008) Nutrient fluxes via leaching from coarse 
woody debris in a Fagus sylvatica forest in the 
Solling Mountains, Germany. Canadian Journal 
of Forest Research 38: 2405–2413. doi:10.1139/
X08-088.

Kuuluvainen T, Angelstam P, Frelich L, Jõgiste K, 
Koivula M, Kubota Y, Lafleur B & Macdonald E 
(2021) Natural disturbance-based forest man-
agement: moving beyond retention and con-
tinuous-cover forestry. Frontiers in Forests 
and Global Change 4: 629020. doi:10.3389/
ffgc.2021.629020.

Lassauce A, Paillet Y, Jactel H & Bouget C (2011) 
Deadwood as a surrogate for forest biodiversi-
ty: meta-analysis of correlations between dead-
wood volume and species richness of saproxylic 
organisms. Ecological Indicators 11: 1027–1039. 
doi:10.1016/j.ecolind.2011.02.004.

Ložek V, Kubíková J & Špryňar P (2005) Chráněná 
území ČR, svazek VIII: Kapitola Karlštejn. Agen-
tura ochrany přírody a krajiny ČR Praha, EkoCen-
trum Brno, pp. 630–637.

Margalef R (1958) Information theory in ecology. 
General Systems 3: 36–71.

MCPFE (2003) Improved pan-European indicators 
for sustainable forest management as adopted 
by the MCPFE Expert Level Meeting:Ministerial 
Conference on the Protection of Forests in Eu-
rope, Liaison Unit Vienna, Vienna, Austria.

Menzel A, Sparks TH, Estrella N, Koch E, Aasa A, 
Ahas R, Alm-Kübler K, Bissolli P, Braslavská O, 
Briede A, Chmielewski FM, Crepinsek Z, Curnel 
Y, Dahl Å, Defila C, Donnelly A, Filella Y, Jatczak 
K, Måge F, Mestre A, Nordli Ø, Peñuelas J, Pirinen 
P, Remišová V, Scheifinger H, Striz M, Susnik A, 
Van Vliet AJH, Wielgolaski F-E, Zach S & Zust 
A (2006) European phenological response to cli-
mate change matches the warming pattern. Glob-
al Change Biology 12: 1969–1976. doi:10.1111/
j.1365-2486.2006.01193.x.

Meyer P & Schmidt M (2011) Accumulation of dead 
wood in abandoned beech (Fagus sylvatica L.) for-
ests in northwestern Germany. Forest Ecology 
and Management  261: 342–352. doi:10.1016/j.
foreco.2010.08.037.

Moriondo M, Good P, Durao R, Bindi M, Gianna-
kopoulos C & Corte-Real J (2006) Potential im-
pact of climate change on fire risk in the Med-
iterranean area. Climate Research 31: 85–95. 
doi:10.3354/cr031085.

Müllerová J, Hédl R & Szabó P (2015) Coppice aban-
donment and its implications for species diversity 
in forest vegetation. Forest Ecology and Manage-
ment 343: 88–100.

Müllerová J, Szabó P & Hédl R (2014) The rise and 
fall of traditional forest management in southern 
Moravia: A history of the past 700 years. Forest 
Ecology and Management 331: 104–115.

Netsvetov M, Sergeyev M, Nikulina V, Kornyenko 
V & Prokopuk Y (2017) The climate to growth 
relationship of pedunculate oak in steppe. Den-
drochronologia 44: 31–38. doi:10.1016/j.den-
dro.2017.03.004.

Neuwirth B, Schweingruber FH & Winiger M (2007) 
Spatial patterns of central European pointer years 
from 1901 to 1971. Dendrochronologia 24: 79–
89. doi:10.1016/j.dendro.2006.05.004.

Paillet Y, Bergès L, Hjältén J, Ódor P, Avon C, Bern-
hardt-Römermann M, Bijlsma RJ, De Bruyn L, 
Fuhr M, Grandin U, Kanka R, Lundin L, Luque S, 
Magura T, Matesanz S, Mészáros I, Segastiá MT, 
Schmidt W, Standovár T, Tothmérész B, Uotila A, 
Valladares F, Vellak K & Virtanen R (2010) Biodi-
versity differences between managed and unman-
aged forests: meta-analysis of species richness 
in Europe. Conservation Biology 24: 101–112. 
doi:10.1111/j.1523-1739.2009.01399.x.

Petráš R & Pajtík J (1991) Sústava česko-slovenských 
objemových tabuliek drevín. Lesnícky časopis 37: 
49–56.



98 Karel Vančura et al.

Petritan IC, Marzano R, Petritan AM & Lingua E 
(2014) Overstory succession in a mixed Quercus 
petraea–Fagus sylvatica old growth forest revealed 
through the spatial pattern of competition and 
mortality. Forest Ecology and Management 326: 
9–17. doi:10.1016/j.foreco.2014.04.017.

Pielou EC (1975) Ecological diversity. Wiley, New 
York, USA.

Plue J, Van Gils B, De Schrijver A, Peppler-Lisbach C, 
Verheyen K & Hermy M (2013) Forest herb layer 
response to long-term light deficit along a forest 
developmental series. Acta Oecologica 53: 63–72. 
doi:10.1016/j.actao.2013.09.005.

Pretzsch H & Schütze G (2009) Transgressive over-
yielding in mixed compared with pure stands of 
Norway spruce and European beech in Central 
Europe: evidence on stand level and explanation 
on individual tree level. European Journal of For-
est Research 128: 183–204. doi:10.1007/s10342-
008-0215-9.

Pretzsch H (2006) Wissen nutzbar machen für das 
Management von Waldökosystemen. Allgemeine 
Forstzeitschrift/Der Wald 61: 1158–1159.

Pretzsch H, Biber P, Schütze G, Kemmerer J & Uhl E 
(2018) Wood density reduced while wood volume 
growth accelerated in Central European forests 
since 1870. Forest Ecology and Management 429: 
589–616.

Pretzsch H, Hilmers T, Uhl E, Bielak K, Bosela M, del 
Rio M, Dobor L, Forrester DI, Nagel TA, Pach M, 
Avdagić A, Bellan M, Binder F, Boncina A, Bravo 
F, de Dios Garcia J, Dinca L, Drozdowski S, Giam-
marchi F, Hoehn M, Ibrahimspahić A, Jaworski A, 
Klopcic M, Kurylyak V, Levesque M, Lombardi F, 
Matović B, Ordónez C, Petras R, Rubio-Cuadrado 
A, Stojanovic D, Skrzyrzewski J, Stajić B, Svobo-
da M, Versace S, Zlatanov T & Tognetti R (2021) 
European beech stem diameter grows better in 
mixed than in mono-specific stands at the edge 
of its distribution in mountain forests. European 
Journal of Forest Research 140: 127–145.

Pretzsch H, Steckel M, Heym M, Biber P, Ammer C, 
Ehbrecht M, Bielak K, Bravo F, Ordóñez C, Collet 
C, Vast F, Droessler L, Brazaitis G, Jansons A, Coll 
L, Löf M, Aldea J, Korboulewsky N, Reventlow 
DOJ, Nothdurft A, Engel M, Pach M, Skrzysze-
wski J, Pardos M, Ponnete Q, Sitko R, Fabrika 
M, Svoboda M, Černý J, Wolff A, Ruiz-Peinado 
R & del Río M (2020) Stand growth and struc-
ture of monospecific and mixed-species stands of 
Scots pine (Pinus sylvestris L.) and oak (Q. robur L., 
Quercus petraea (MATT.) LIEBL.) analysed along 
a productivity gradient through Europe. Euro-
pean Journal of Forest Research 139: 349–367. 
doi:10.1007/s10342-019-01233-y.

Průša E (1985) Die böhmischen und mährischen Ur-
wälder. Vegetace ČSSR, A15. Academia, Praha.

Putalová T, Vacek Z, Vacek S, Štefančík I, Bulušek 
D & Král J (2019) Tree-ring widths as an indica-
tor of air pollution stress and climate conditions 
in different Norway spruce forest stands in the 
Krkonoše Mts. Central European Forestry Journal 
65: 21–33. doi:10.2478/forj-2019-0004.

Pyttel PL, Fischer UF, Suchomel C, Gärtner SM 
& Bauhus J (2013) The effect of harvesting on 
stump mortality and re-sprouting in aged oak 
coppice forests. Forest Ecology and Management 
289: 18–27.

Reineke LH (1933) Perfecting a stand-density index 
for even-aged forests. Journal of Agricultural Re-
search 46: 627–638.

Remeš J, Bílek L, Novák J, Vacek Z, Vacek S, Putalová 
T & Koubek L (2015) Diameter increment of beech 
in relation to social position of trees, climate char-
acteristics and thinning intensity. Journal Forest 
Science 61: 456–464. doi:10.17221/75/2015-JFS.

Rohner B, Bigler C, Wunder J, Brang P & Bugmann H 
(2012) Fifty years of natural succession in Swiss 
forest reserves: changes in stand structure and 
mortality rates of oak and beech. Journal of Veg-
etation Science 23: 892–905. doi:10.1111/j.1654-
1103.2012.01408.x.

Rößiger G, Kulla L & Bošeľa M (2019) Changes 
in growth caused by climate change and other 
limiting factors in time affect the optimal equi-
librium of close-to-nature forest management. 
Central European Forestry Journal 65: 180–190. 
doi:10.2478/forj-2019-0023.

Rozas V, Camarero JJ, Sangüesa-Barreda G, Souto 
M & García-González I (2015) Summer drought 
and ENSO-related distinctly drive Fagus sylvati-
ca growth nearthe species rear-edge in northern 
Spain. Agricultural and Forest Meteorology 201: 
153–164. doi:10.1016/j.agrformet.2014.11.012.

Russell MB, Fraver S, Aakala T, Gove JH, Woodall 
CW, D’Amato AW & Ducey MJ (2015) Quanti-
fying carbon stores and decomposition in dead 
wood: A review. Forest Ecology and Management 
350:107–128. doi:10.1016/j.foreco.2015.04.033.

Sabatini FM, Burrascano S, Keeton WS, Levers C, 
Lindner M, Pötzschner F, Verkerk PJ, Bauhus J, 
Buchwald E, Chaskovsky O, Debaive N, Horvath 
F, Garbino M, Grigoriadis N, Lombardi F, Marques 
Duarte I, Meyer P, Midteng R, Mikac S, Mikolas 
M, Motta R, Mozgeris G, Nunes L, Panayotov M, 
Ódor P, Ruete A, Simovski B, Stillhard J, Svobo-
da M, Szwagrzyk J, Tikkanen OP, Volosyanchuk 
R, Vrska T, Zlatanov T & Kuemmerle T (2018) 
Where are Europe’s last primary forests? Diversi-
ty and Distributions 24: 1426–1439. doi:10.1111/
ddi.12778.

Šamonil P (2007) Uniqueness of limestone soil-form-
ing substrate in the forest ecosystem classifi-



 Effects of environmental factors and management on dynamics of mixed calcareous forests... 99

cation. Journal of Forest Science 53: 149–161. 
doi:10.17221/2014-JFS.

Saniga M, Balanda M, Kucbel, S & Pittner J (2014) 
Four decades of forest succession in the oak-dom-
inated forest reserves in Slovakia. iForest 7: 324–
332. doi:10.3832/ifor0996-007.

Scharnweber T, Manthey M, Criegee C, Bauwe A, 
Schröder C & Wilmking M (2011) Drought mat-
ters – Declining precipitation influences growth of 
Fagus sylvatica L. and Quercus robur L. in north-east-
ern Germany. Forest Ecology and Management 
262: 947–961. doi:10.1016/j.foreco.2011.05.026.

Schweingruber FH, Eckstein D, Serre-Bachet F & 
Braker OU (1990) Identification, presentation and 
interpretation of event years and pointer years in 
dendrochronology. Dendrochronologia 8: 9–38.

Shannon CE (1948) A mathematical theory of com-
munications. The Bell System Technical Journal 
27: 379–423. doi:10.1002/j.1538-7305.1948.
tb01338.x.

Šimůnek V, Sharma RP, Vacek Z, Vacek S & Hůnová 
I (2020) Sunspot area as unexplored trend inside 
radial growth of European beech in Krkonoše 
Mountains: a forest science from different per-
spective. European Journal of Forest Research 
139: 999–1013. doi:10.1007/s10342-020-01302-
7.

Šimůnek V, Vacek Z, Vacek S, Králíček I & Vančura 
K (2019) Growth variability of European beech 
(Fagus sylvatica L.) natural forests: Dendroclimatic 
study from Krkonoše National Park. Central Eu-
ropean Forestry Journal 65: 92–102. doi:10.2478/
forj-2019-0010.

Šimůnek V, Vacek Z, Vacek S, Ripullone F, Hájek V & 
D’Andrea G (2021) Tree rings of European beech 
(Fagus sylvatica L.) indicate the relationship with 
solar cycles during climate change in Central and 
Southern Europe. Forests 12: 1–22. doi:10.3390/
f12030259.

Šmilauer P, Lepš J (2014) Multivariate analysis of 
ecological data using Canoco 5. Cambridge Uni-
versity Press, Cambridge.

Spetich AM, Liechty HO, Stanturf JA, Marion DA, 
Luckow K, Meier CE & Guldin JM (2002) Coarse 
woody debris of a prerestoration shortleaf pine-
bluestem forest: Proceedings of the eleventh bi-
ennial southern silvicultural research conference 
(ed. by KW Outcalt), 22–22. March 2001, Knox-
ville, Tennessee, NC: U.S. Department of Agricul-
ture, Forest Service, Southern Research Station, 
Asheville.

Steckel M, del Río M, Heym M, Aldea J, Bielak K, 
Brazaitis G, Černý J, Coll L, Collet C, Ehbrecht 
M, Jansons A, Nothdurft A, Pach M, Pardos M, 
Ponette Q, Reventlow D, Sitko R, Svoboda M, Val-
let P, Wolff B & Pretzsch H (2020) Species mixing 
reduces drought susceptibility of Scots pine (Pi-

nus sylvestris L.) and oak (Quercus robur L., Quer-
cus petraea (Matt.) Liebl.) – site water supply and 
fertility modify the mixing effect. Forest Ecology 
and Management 461: 117908. doi:10.1016/j.
foreco.2020.117908.

Štefančík I (2017) Crown development of 
beech crop trees under different thinning re-
gimes. Journal of Forest Science 63: 173–181. 
doi:10.17221/117/2016-JFS.

Štícha V, Kupka I, Zahradník D & Vacek S (2010) In-
fluence of micro-relief and weed competition on 
natural regeneration of mountain forests in the 
Šumava Mountains. Journal of Forest Science 56: 
218–224. doi:10.17221/28/2009-JFS.

Stojanović M, Čater M, Pokorný R (2016) Respons-
es in young Quercus petraea: coppices and stand-
ards under favourable and drought conditions. 
Dendrobiology 76: 127–135. doi:10.12657/den-
bio.076.012.

Stojanović M, Szatniewska J, Kyselová I, Pokorný R 
& Čater M (2017) Transpiration and water po-
tential of young Quercus petraea (M.) Liebl. cop-
pice sprouts and seedlings during favourable and 
drought conditions. Journal of Forest Science 
63:313–323. doi:10.17221/36/2017-JFS.

Strandberg E, Jacobsson J & Saetre P (2005) Direct 
genetic, maternal and litter effects on behaviour 
in German shepherd dogs in Sweden. Livestock 
Production Science 93: 33–42. doi:10.1016/j.
livprodsci.2004.11.004.

Suchomel Ch, Pyttel P, Becker G & Bauhus J (2012) 
Biomass equations for sessile oak (Quercus pet-
raea (Matt.) Liebl.) and hornbeam (Carpinus bet-
ulus L.) in aged coppiced forests in southwest 
Germany. Biomass and Bioenergy 46: 722–730. 
doi:10.1016/j.biombioe.2012.06.021.

Suding K, Higgs E, Palmer M, Callicott JB, Anderson 
CB, Baker M, Gutrich JJ, Hondula KL, LaFevor MC 
& Larson BM (2015) Committing to ecological 
restoration. Science 348: 638–640. doi:10.1126/
science.aaa4216.

Svátek M & Matula R (2015) Fine-scale spatial pat-
terns in oak sprouting and mortality in a newly re-
stored coppice. Forest Ecology Management 348: 
117–123.

Szymura TH, Szymura M & Pietrzak M (2014) In-
fluence of land relief and soil properties on stand 
structure of overgrown oak forests of coppice or-
igin with Sorbus torminalis. Dendrobiology 71: 
49–58. doi:10.12657/denbio.071.005.

Tavankar F, Kivi AR, Taheri-Abkenari K, Lo Monaco 
A, Venanzi R & Picchio R (2022) Evaluation of 
deadwood characteristics and carbon storage un-
der different silvicultural treatments in a mixed 
broadleaves mountain forest. Forests 13: 259. 
doi:10.3390/f13020259.

https://www.sciencedirect.com/science/journal/03016226
https://www.sciencedirect.com/science/journal/03016226


100 Karel Vančura et al.

Thom D, Rammer W & Seidl R (2017) Disturbanc-
es catalyze the adaptation of forest ecosystems to 
changing climate conditions. Global Change Biol-
ogy 23: 269–282. doi:10.1111/gcb.13506.

Thuiller W, Albert C, Araújo MB, Berry PM, Cabeza 
M, Guisan A, Hickler T, Midgley GF, Peterson J, 
Schurr FM, Sykes MT & Zimmermann NE (2008) 
Predicting global change impacts on plant species’ 
distributions: Future challenges. Perspectives in 
Plant Ecology, Evolution and Systematics 9: 137–
152. doi:10.1016/j.ppees.2007.09.004.

Tolasz R, Míková T, Valeriánová T & Voženílek 
V(2007) Climate atlas of Czechia. Czech Hydro-
meteorological Institute and Palacký University, 
Olomouc.

Unrau A, Becker G, Spinelli R, Lazdina D, Magag-
notti N, Nicolescu VN, Buckley P, Bartlett D & 
Kofman PD (2018) Coppice forests in Europe. Al-
bert Ludwig University of Freiburg, Freiburg im 
Breisgau, Germany.

Urli M, Lamy J-B, Sin F, Burlett R, Delzon S & Porté 
AJ (2015) The high vulnerability of Quercus ro-
bur to drought at its southern margin paves the 
way for Quercus ilex. Plant Ecology 216: 177–187. 
doi:10.1007/s11258-014-0426-8.

Vacek S, Prokůpková A, Vacek Z, Bulušek D, 
Šimůnek V, Králíček I, Prausová R & Hájek V 
(2019b) Growth response of mixed beech forests 
to climate change, various management and game 
pressure in Central Europe. Journal of Forest Sci-
ence 65: 331–345. doi:10.17221/82/2019-JFS.

Vacek S, Vacek Z, Bílek L, Hejcmanová P, Štícha V 
& Remeš J (2015) The dynamics and structure of 
dead wood in natural spruce-beech forest stand 
– a 40 year case study in the Krkonoše National 
Park. Dendrobiology 73: 21–32. doi:10.12657/
denbio.073.003.

Vacek S, Vacek Z, Podrázský V, Bílek L, Bulušek D, 
Štefančík I, Remeš J, Štícha V & Ambrož R (2014) 
Structural diversity of Autochthonous Beech For-
ests in Broumovské Stěny National Nature Re-
serve, Czech Republic. Austrian Journal of Forest 
Science 131: 191–214.

Vacek S, Vacek Z, Ulbrichová I, Bulušek D, Prokůpk-
ová A, Král J & Vančura K (2019a) Biodiversity dy-
namics of differently managed lowland forests left 
to spontaneous development in Central Europe. 
Austrian Journal of Forest Science 136: 249–281.

Vacek Z, Cukor J, Linda R, Vacek S, Šimůnek V, 
Brichta J, Gallo J & Prokůpková A (2020a) Bark 

stripping, the crucial factor affecting stem rot 
development and timber production of Norway 
spruce forests in Central Europe. Forest Ecology 
and Management 474: 118360.

Vacek Z, Prokůpková A, Vacek S, Cukor J, Bílek L, 
Gallo J & Bulušek D (2020b) Silviculture as a tool 
to support stability and diversity of forests under 
climate change: study from Krkonoše Mountains. 
Central European Forestry Journal 66: 116–129. 
doi:10.2478/forj-2020-0009.

Vacek Z, Linda R, Cukor J, Vacek S, Šimůnek V, Gallo 
J & Vančura K (2021b) Scots pine (Pinus sylvestris 
L.), the suitable pioneer species for afforestation 
of reclamation sites? Forest Ecology and Manage-
ment 485: 118951.

Vacek Z, Prokůpková A, Vacek S, Bulušek D, Šimůnek 
V, Hájek V & Králíček I (2021a)Mixed vs. mono-
specific mountain forests in response to climate 
change: structural and growth perspectives of 
Norway spruce and European beech. Forest Ecol-
ogy and Management 488: 119019. doi:10.1016/j.
foreco.2021.119019.

van der Maaten-Theunissen M, van der Maaten E, 
van der Maaten-Theunissen MM & Trouillier M 
(2021) Package ‘pointRes’. TU Dresden, Germa-
ny.

Vandekerkhove K, De Keersmaeker L, Menke N, 
Meyer P & Verschelde P (2009) When nature 
takes over from man: Dead wood accumulation in 
previously managed oak and beech woodlands in 
North-western and Central Europe. Forest Ecolo-
gy and Management 258: 425–435.

Viewegh J, Kusbach A & Mikeska M (2003) Czech 
forest ecosystem classification. Journal of Forest 
Science 49: 85–93.

Vitali V, Büntgen U & Bauhus J (2017) Silver fir 
and Douglas fir are more tolerant to extreme 
droughts than Norway spruce in south-western 
Germany. Global Change Biology 23: 5108–5119. 
doi:10.1111/gcb.13774.

von Oheimb G, Westphal C & Härdtle W (2007) 
Diversity and spatio-temporal dynamics of dead 
wood in a temperate near-natural beech forest 
(Fagus sylvatica). European Journal of Forest Re-
search 126: 359–370. doi:10.1007/s10342-006-
0152-4.

Zang C, Buras A, Cecile J, Mudelsee M, Schulz M & 
Pucha-Cofrep D (2018) Package ‘ dplR ’ R, Den-
drochronology Program Library in R Version. 
https://r-forge.r-project.org/projects/dplr/.


