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Literature review of the four non-native tree species red ash (Fraxinus 
pennsylvanica Marsh.), princess tree (Paulownia tomentosa (Thunb. ex 
Murray)), Douglas fir (Pseudotsuga menziesii (Mirb.) Franco) and red oak 
(Quercus rubra L.)  
 

The literature collection is divided into the following sections for each non-native tree species: (1) 
Native range, (2) Pathways of introduction, (3) Distribution, (4) Soils, climate, light, (5) Natural 
regeneration, (6) Dispersal pathways, spreading mechanisms, dispersal distances, (7) Impacts (8) 
Potential future effects (9) Invasive history elsewhere, (10) Available control measures, and (11) 
Further research requirements. The review of this literature collection is presented in Tables 1-4. 
Data collected includes all relevant articles related to the topic. However, the collected articles are of 
variable quality; for example, major conclusions or statements in the literature may be based on the 
authors’ perceptions or qualitative indicators, rather than reliable evidence. Note: if a literature 
source that was cited in another source was unavailable, we used the following citation: Schenk 1939 
as cited in Vor 2015.  
 
 
Table 1 Red ash (Fraxinus pennsylvanica Marsh); Ra=Red ash.   

Category Information 

Native range Eastern North America (Vor 2015) 
 

Pathways of 
introduction 

Red ash (‘Ra’) was deliberately introduced to Europe at the end of the 19th century. 
In Germany it was primarily used as an ornamental tree species, but was initially 
used between 1870 and 1892 for timber production (Schenk 1939 as cited in Vor 
2015). The importance of Ra for forestry purposes decreased over time. However 
the species was continuously cultivated as an ornamental tree and was used to 
protect river banks from erosion until the 20th century (Drescher and Prots 2016, 
Vor 2015). 
 

Distribution The current distribution of Ra in Europe is still unclear because: (1) the species may 
have been widely overlooked and often not well differentiated from the white ash 
(Fraxinus americana L.) (Prots et al. 2011) and (2) no detailed distribution maps for 
this species exist for individual European countries (Drescher and Prots 2016). The 
highest density of Ra stands in Europe can be found in north-east Germany 
(Reichhoff and Reichhoff 2008 as cited in  Prots et al. 2011), in floodplain forests 
along the Tisza river in Hungary and along parts of the lower Danube in Romania 
(Drescher et al. 2003, Prots et al. 2011).  
 
In Germany it is a facultative wetland species, common in alluvial forests and 
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Category Information 

marshes (Zacharias and Breucker 2008). The majority of Ra stands are situated 
along the river Spree and Havel in the area of Berlin and Brandenburg and along the  
Mittlere Elbe biosphere reserve in Saxony-Anhalt (Schmiedel 2010).  
Natural regeneration has been reported in Germany, particularly in the biosphere 
reserve ‘Mittlere Elbe’ (Schmiedel 2010, Zacharias and Breucker 2008) and in 
northern Germany in Bremen, where at least two new generations have become 
established (Albrecht et al. 2014). 
 

Soils, climate, 
light 

Ra is described as a pioneer species which grows on alluvial soils along rivers which 
are typically flooded once or twice a year. However, this species is able to grow 
under different site conditions and can also form part of a climax forest community 
(Schmiedel 2010). In its native range Ra is distributed over a large area with average 
annual rainfall in the range of 500-1800 mm and an average annual temperature 
between 6 and 21 °C.  
 
In Germany Ra is relatively undemanding in terms of its soil and nutrient 
requirements on alluvial sites (Vor 2015). Unlike native European ash (Fraxinus 
excelsior L.) in Germany Ra can grow throughout long periods of wet or dry 
conditions (Arndt 2009, Wright 1965 as cited in Vor 2015) and in soils with low or 
high pH (McComb 1949 as cited in Schmiedel 2010).   
The major factors that regulate the establishment of Ra in Germany are: (1) light, (2) 
water and (3) species composition (see also ‘Impacts’). Ra seedlings need sufficient 
light and moisture to establish themselves (Vor 2015). Seeds can even germinate in 
flooded conditions (Schmiedel 2010). Ra is considered a less shade-tolerant tree 
species (Kennedy 1990 as cited in  Vor 2015). It is very light demanding and can 
spread rapidly in forest gaps (Prots et al. 2011). This species has high light 
requirements, particularly in the seedling phase (Schmiedel 2010). With increasing 
age the need for light decreases, thus the competitiveness of Ra decreases (see also 
‘Impacts’) (Vor 2015). These characteristics allow this species to settle quickly in 
free stands and migrate into more or less dense woodlands (Prots et al. 2011), but 
not into closed forest stands (Vor 2015).  
In its native range Ra can establish itself in climax forests, however its percentage of 
forest cover decreases with increasing forest stand age (Gucker 2005).  
 
Case study 
Mittlere Elbe 
In the Mittlere Elbe biosphere reserve successful natural regeneration is more 
common in cleared and open habitats compared to closed forest sites (Schmiedel 
2010). Regeneration is particularly successful on cleared and open habitats, on very 
moist stands with nutrient-rich soils in regularly flooded areas (Schmiedel 2010, 
Zacharias and Breucker 2008).  
Ra regeneration is marginal in well-established forest stands with continuously 
closed canopies, dominated by (fast growing) native tree species, which cover 
different age classes, such as dry formations of the Querco-Ulmetum forest stands 
(e.g. pedunculate oak (Quercus robur L.), fluttering elm (Ulmus laevis Pall.), field elm 
(Ulmus minor Mill.) (Zacharias and Breucker 2008)). 
 

Regeneration 
potential  

Red ash reproduces both vegetatively through coppice shoots and regrowth from 
root material and via seeds. Ra starts fructifying at 6-7 years old and produces 
around 280,000 seeds per tree (Schmiedel 2010). 
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Dispersal 
pathways, 
spreading 
mechanisms 
and dispersal 
distances 
 

Pathways  
Ra has been introduced both intentionally through forestry and ornamental 
cultivation, and unintentionally by humans, e.g. via the transport of top soil by car 
for river channelization. Establishment of this species can be indirectly encouraged 
through the creation of open micro-sites and by eliminating riparian vegetation 
(Prots et al. 2011). Further spread is possible via wind and water (Schmiedel et al. 
2013, Schmiedel and Tackenberg 2013). 
 
Spreading mechanisms and distances  
Ra spreads in the form of seeds (both anemochorous and hydrochorous) and also 
vegetatively via coppice shoots and regrowth from root material. The seeds are 
dispersed by wind and can be carried distances over 100 m in their native range. In 
native ranges vegetative regeneration is typically coupled with periodic 
disturbances such as drought, fire or logging (which increases light availability) 
(Gucker 2005). A simulation by Schmiedel and Tackenberg (2013) demonstrated 
possible spreading (anemochory) distances of 120-250 m in Germany. In a city 
forest in Bremen an average seed dispersal distance of 100 to 140 m to the mother 
tree was measured by Albrecht et al. (2014). Natural regeneration and 
establishment of Ra is likely in areas within a radius of <50 m from the seed source 
(Schmiedel et al., 2013). Water is considered to be the most important secondary 
pathway for long-distance dispersal: the seeds, which float well, can be transported 
several kilometres in water (Schmiedel and Tackenberg 2013). Since the majority of 
Ra stands in Europe are probably connected by river corridors, hydrochory (the 
dispersal of seeds by water) may be an important factor explaining the successful 
spread of Ra in central European floodplain forests (Schmiedel and Tackenberg 
2013).  
 

Impacts Summary  
Reports on the invasiveness of Ra in central Europe are mainly based on its ability to 
spread (quickly) in alluvial forests. The negative long-term impacts of this species on 
biodiversity are mainly presumed and have yet to be scientifically proven (but see 
its invasive history in Austria). 

 

Competition  
 

Ra has spread in typical alluvial near-natural floodplain forest communities in 
eastern Germany and has established dominant stands at sites where these trees 
were planted in the past (Schmiedel et al. 2013). Competitive advantages are likely 
in very light or very humid areas (flood areas) of the hardwood alluvial forest in the 
‘Mittlere Elbe’ Germany (Schmiedel and Schmidt 2010). Ra is considered to develop 
into the dominant tree species on light and regularly flooded sites (i.e. floodways) in 
hardwood alluvial forests. This is thought to particularly occur within Phalaris 
arundinaceae sub-communities of oak-elm forests, where for example the field elm 
is no longer present and the loss of typical species compositions is considered likely 
(Schmiedel 2010). The tolerance of Ra to flooding seems to enable this species to 
persist in very wet alluvial sites, which are no longer suitable for the re-
establishment of native broadleaf tree species (Vor 2015). The impact Ra could have 
on native biodiversity, e.g. whether the species is able to compete with native tree 
species in older forest stands, is not yet known (Schmiedel 2010, Vor 2015). The 
presence of Ra may negatively impact the natural regeneration of pedunculate oak 
seedlings (Schmiedel & Schmidt, 2010). However Ra seems to be less competitive 
on drier sites with older forest stands in Germany and this species will most likely 
not be able to persist under such site conditions (Müller 2011, Vor 2015). 
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Ecosystem 
alteration 
(abiotic and 
biotic) 

In vitro experiments revealed that Ra has an allelopathic potential, meaning the 
ability to inhibit the germination or growth of neighbouring plants through the 
release of substances into the surrounding environment. However this effect has 
yet to be proven under field conditions (Csiszár 2009).  
The excessive growth of this species in sunken hardwood alluvial forest sites e.g. 
sinks or floodways causes: (1) long-term structural habitat changes to sites, which 
were originally treeless and (2) the loss of natural boundaries (Schmiedel and 
Schmidt 2010). For such sites a decline in the typical plant species composition of 
the herb layer would also be expected (Schmiedel and Schmidt 2010). 
 

Potential 
impact in 
near-natural 
ecosystems 

See ‘Competition’ above. 

Transmission 
of pathogens 
or parasites 
(co-
introduction) 

To date, pathogen transmission has not been proven in Germany (Vor 2015).  
 
Although likely not co-introduced, Ra is a potential host of the emerald ash borer 
(Agrilus planipennis Fairmaire) in Europe. Emerald ash borer, native to Asia, is now 
rapidly spreading in European Russia threatening European ash as well as 
introduced Ra. However, until now the majority of emerald ash borer infestations 
have only been observed on introduced Ra trees (Musolin et al. 2017, Orlova-
Bienkowskaja 2014,  Valenta et al. 2016).  
In Serbia (Bieńkowski and Orlova-Bienkowskaja 2018, Petrović-Obradović et al. 
2007) and Spain (Hidalgo and Durante 2012) Ra was recently identified as the first 
initial host of the woolly ash aphid (Prociphilus fraxinifolii (Riley)), which is native in 
the U.S., Canada, and Mexico. Whether this aphid could also be a threat to 
European ash or other species is unknown. According to Hałaj and Osiadacz (2017) 
the aphid has already spread over a large area in Europe and will soon enter 
Germany. Since this aphid has only recently been detected it is unlikely to have 
been co-introduced with Ra. So far, this aphid species is considered harmful to 
European ash (Hałaj and Osiadacz 2017) and is potentially more widely distributed 
in Europe due to its use of Ra as a host plant (Hidalgo and Durante 2012).  
 

Hybridization Ra does not hybridize (Schmiedel 2010). 
 

Potential 
future effects 
 

According to Schmiedel et al. (2013) Ra will continue to establish in European 
floodplains because the natural regeneration of this species is more tolerant to 
flooding than the recruitment of native species such as European ash. Ra will create 
novel habitats where this tree species was absent in the past.  
Ra is mainly reported to grow at elevations of 98-199 meters above sea level in the 
Ukraine - global warming, increased tourism and industrial activity may contribute 
to shift in the distribution range to higher elevations (Prots et al. 2011).  
Large scale forestry plantations could encourage future expansion of Ra. The 
straightening of Transcarpathian river systems can result in increased amounts of 
fine sediment and nutrient deposition in areas further downstream. These soil 
changes make areas very suitable for the establishment of Ra and make natural 
riverine habitats vulnerable to invasion by Ra, including riverine forests (Prots et al. 
2011).  
According to Prots et al. (2011) Ra will likely spread in natural ecosystems in the 
long term, with or without human intervention.  
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Invasive 
history 
elsewhere 

According to Prots et al. (2011) Ra is one of the most rapidly spreading introduced 
woody species in central Europe of the last 25 years. The spread from cultivated 
sites to new locations has been reported in several European countries, e.g. in the 
Czech Republic (Möllerová 2005), Croatia (Kremer et al. 2006b), Serbia (Batanjski et 
al. 2015), Austria (Essl et al. 2002), Ukraine (Prots et al. 2011), Hungary (Török et al. 
2003), Romania (Drescher and Prots 2016) and Poland (Sienkiewicz et al. 2001 as 
cited in Schmiedel 2010). The spread of this species has also been reported outside 
of Europe in Russia (Borisova 2011), Brazil (Kalesnik and Aceñolaza 2008) and Kenya 
(Mullah et al. 2014).   

 
More details  

 This species is established in Croatia (Kremer and Čavlović 2005). On heavy and 
wet sites Ra demonstrates increased growth rates compared to native tree 
species (Kremer et al. 2006a). Since the start of the 20th century Ra has been 
planted in swamps in the Danube basin and along the river Drava, where the 
European ash could not survive. From here it has spread to many other 
locations; seeds were likely spread via flood water (Kremer et al. 2006b). 

 

 Classified as invasive in the Czech Republic (Pergl et al. 2016, Pyšek et al. 2002), 
Ra has been identified as one of the most expansive and invasive non-native 
species in the Czech Republic (Möllerová 2005). 

 

 Ra is spreading increasingly in fragile wet habitats in Serbia, it has established 
stable populations in riparian habitats in a nature reserve, with an average cover 
of 95 %. These habitats are considered to develop into a Ra dominated forest, 
further preventing the growth and regeneration of natural forest communities 
(Batanjski et al. 2015). Ra is considered to be invasive in the forests of Belgrade 
(Nikolić et al. 2010). Ra individuals were recorded in a protected natural area of 
Mt. Avala in several different forest communities (i.e. Rusco-Quercetum 
frainetto-cerris, Rusco-Querco-Carpinetum, Conifer plantations and Meadow 
vegetation (Glišić et al. 2014). Note: here the species is not differentiated from 
white ash.   

 

 Ra is considered an invasive tree species in Austria that poses a conservation 
threat as it invades natural and semi-natural habitats, where it competes with 
and replaces native species (Essl et al. 2002). Ra is established and spreading in 
the Danube-Auen National Park. This spread is likely further promoted by the 
clear cutting of Salix-Populus stands and general deforestation, but also by the 
presence of poplar hybrids which increase light availability (Prots et al. 2011). In 
the protected near-natural old growth forest ‘WWF –Schutzgebiet Marchauen 
Marchegg’ Ra will likely spread further. It has already replaced old pedunculate 
oak, flattering elm, silver poplar (Populus alba L.) individuals over the last 25 
years and it has almost outcompeted narrow-leaved ash (Fraxinus angustifolia 
Vahl) in the lower age classes (Drescher et al. 2005 as cited in Prots et al. 2011). 
Naturalized populations are present in urban areas of Vienna, particularly along 
the Danube and the Danube canal, as well as on ruderal sites (Essl and Stöhr 
2006). A few naturalized individuals have been observed in upper Austria, close 
to cultivated trees (Essl and Hauser 2005).  

 

 In the Ukraine Ra has been reported in urban railway areas (Denisow et al. 2017) 
and in floodplain habitats (Prots et al. 2011). In the Transcarpathian region Ra 
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was planted in forests and used as an ornamental tree in cities. Ra escaped into 
nearby floodplain habitats four to seven years after planting and is now well 
established and still spreading. This species is expected to further expand in 
riverside channels and damp roadside habitats. Active management is only 
possible at the early stage of invasion and only feasible at a small scale (Prots et 
al. 2011). 
 

 Ra is considered a problematic invasive species in Hungary because it has spread 
into nature reserves (i.e. floodplains, gallery forests, disturbed bogs and 
marshes) (Török et al. 2003). Ra has been recorded in several types of habitat 
including: marshes, eu-and mesotrophic wetlands and sedge beds, dry and semi-
dry closed grasslands, riverine shrublands and woodlands (where >10% of the 
habitat is endangered by Ra), mesic deciduous woodlands in the lowland, and 
steppe woodlands (Botta-Dukát 2008). Ra is the dominant tree species in tree 
layer of riverine forests along the river Tisza where it successfully regenerates 
and has established in the shrub and herb layer of the forests (Drescher, et al. 
2003).     
In a 80 year old unmanaged riparian forest reserve, within a National park, 
native tree species were preferably used by the native Great spotted 
woodpecker, compared to Ra, which was almost not used (Ónodi and Csörgő 
2013). According to Ónodi and Csörgő (2013), Ra reproduces faster and occurs 
more frequently than native tree species in the National Park. Ra influences 
chemical soil traits and establishes under the canopy of native tree species, 
seedlings thus shade the ground and prevent the establishment of saplings of 
native tree species. As a result there are very few saplings of native ash species 
in the study area. These (increasing) ecosystem changes will have an effect on 
Great spotted woodpeckers, which play a key role in alluvial forest communities.  
 

 Ra is considered invasive in Romania (Third National Report to the UNCBD 2005 
as cited in Preda et al. 2017). It has spread and continues to spread in the fluvial 
delta in the biosphere reserve Danube Delta (Drescher and Prots 2016). 

 

 The spread of Ra is considered to be connected with the decrease of native 
species in alluvial forests in Poland (Sienkiewicz et al. 2001 as cited in Schmiedel 
2010). 

 

 Ra is increasing in its occurrence in Moldova, particularly along roads, railways 
and ruderal areas (Sîrbu and Oprea 2010). 

 

 Ra forms dense thickets in anthropogenic habitats and in natural communities in 
Russia in the upper Volga region (Borisova 2011).   
 

Available 
control 
measures 

The cultivation of this species is no longer recommended (Vor 2015).  
The eradication of Ra from floodplain habitats is considered impossible at its current 
state of occurrence in central Europe, however the need to control its spread in 
areas of high conservation value is recognised (Drescher and Prots 2016).  
Any form of risk management can only be effective at the early stage of invasion, or 
when dealing with a low number of individuals (Prots et al. 2011). Eradication 
measures are however challenging since the species can regenerate from tree 
stumps after felling (Zacharias and Breucker 2008). The following measures are 
recommended to avoid the further spread of Ra when new floodplain areas are 
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planted: (1) the promotion of native tree species and (2) the maintenance of a high 
canopy cover in the tree layer, with several native tree species which cover all ages 
classes (Zacharias and Breucker 2008). 
 

Further 
research 
requirements 

Long-term monitoring of the impact of Ra on native biodiversity and habitats in 
alluvial hardwood forests is necessary, alongside research on the possible future 
spreading of this species (Schmiedel 2010). 

 
 
Table 2 Princess tree (Paulownia tomentosa (Thunb. ex Murray) Steud.); Pt=Princess tree.  

Category Information 
Native range Central and western China (Stimm et al. 2015). 

 

Pathways of 
introduction 

Princess tree (‘Pt’) was deliberately introduced to Europe as an ornamental plant 
at the beginning of the 19th century. In Germany the tree was/is tested in trials for 
its potential use as a source of biomass for energy production and high valuable 
timber (Stimm et al. 2015).   
 

Distribution This species is distributed throughout Europe and natural regeneration has been 
recorded in Austria, Switzerland, France, Italy, Romania, Bulgaria, the Czech 
Republic and Spain (Essl 2007, Gyuleva et al. 2012, Jeanmonod and Schlussel 2006, 
Nagodă et al. 2014, Pyšek et al. 2002, Wittenberg et al. 2006).  
 
In Germany Pt was first recorded as having naturalized in 1925 (Kiermeier 1977 as 
cited in Stimm et al. 2015). It is currently established in the German states of 
Baden-Württemberg, Hessen, Nordrhein-Westfalen and Saxony; with spontaneous 
occurrences recorded in Berlin, Bavaria, Niedersachsen and Rheinland-Pfalz 
(Buttler and Thieme 2018). Naturalized populations in Germany have increased 
since the 1970s and 1980s particularly in the warmer regions, in the states 
Rheinland-Pfalz and Baden-Württemberg (Kiermeier 1977 as cited in Stimm et al. 
2015). Here this species is predominantly present in urban areas, industrial 
wastelands and across railways, mainly due to the relatively warm temperatures in 
cities in general, but also because Pt is mainly planted in urban areas (Richter and 
Böcker 2001).  
 

Soils, climate, 
light 

Pt is a pioneer species with a wide physiological range: in its native range it is able 
to tolerate temperatures ranging from -25°C to 40 °C and precipitation ranging 
from 500 to 2,500 mm per annum. However, younger plants are threatened by 
frost and can only tolerate extreme temperatures of -10°C (Stimm et al. 2015). Pt 
prefers moist and fertile, base-rich soils, however it can tolerate high soil acidity, 
drought and low soil fertility (Innes 2009). Seedlings grow well within a pH range 
from 7.0 to 4.0, but little or no growth was observed in garden experiments at a pH 
of 3.0 (Melhuish et al. 1990).  
In Germany established Pt populations are often found in urban areas, particularly 
in the warmest regions, with minimum annual average temperatures of 9-10 °C 
(Richter 2002). Key limiting factors for the invasive success of this species are 
winter minimum temperatures as well as early and late frosts (Richter and Böcker 
2001). Ideal conditions for the establishment of Paulownia species comprise sites 
with aerated sandy soils, without wind and with sufficient sunlight (Schweiger 
2009 as cited in Stimm 2013). Dense leaf litter prevents germination. Seedlings 
require exposed mineral soil with little to no leaf litter (Kuppinger 2008) for 
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germination and full sunlight for both germination and growth; thus Pt frequently 
establishes after disturbances which create such conditions. Pt is not able to 
establish in forest systems as it cannot persist where the canopy is too dense to 
regenerate. Stimm et al. (2015) considered Pt as shade intolerant and therefore 
not present in dense forests, whereas Longbrake and McCarthy (2001) considered 
this species to establish populations even in low light conditions. 
 

Regeneration 
potential 

Pt can reproduce from seeds or vegetatively, via regrowth either root or stem 
material. It is considered one of the world’s fastest growing tree species (with 
increments of >1m in height per year), however only under specific conditions (see 
above ‘Climate, soils and light’). Pt forms new shoots at an early age and when 
regenerating vegetatively from coppices, in such cases growth of up to 5 m per 
year is considered possible (Bean & McClellan 1996 as cited in Innes 2009). A single 
tree is capable of producing an estimated twenty million seeds (Pier 2005) at the 
age of 3-5 years old (Rebeck 2012) and forms a persistent seed bank (Longbrake 
2001). According to Innes (2009) seeds remain viable for 2-3 years whereas others 
have estimated viability up to 15 years (Lovenshimer and Madritch 2017).  
 

Dispersal 
pathways, 
spreading 
mechanisms, 
dispersal 
distances 

Pathways 
The only current significant pathway of introduction in Germany is ornamental 
planting. Pt mainly spreads in urban areas where it is planted as an ornamental 
tree, but it is also capable of spreading long distances along railways from the 
urban sites where trees are originally planted (Stimm 2013, Stimm et al. 2015).  
 
Spreading mechanisms and distances  
Pt can propagate vegetatively. Seedlings are able to spread from 4 weeks after 
germination (Innes 2009) and shoots can grow more than 4 m in a single season 
(Pier 2005), which enables the species to persist after disturbance. This species has 
seeds that are easily transported long distances by wind and water (Pier 2005). In 
the U.S. seeds have been recorded to disperse up to 3.5 kilometres from mature 
individuals (Anjozian 2010, Kuppinger 2008). In urban areas in Germany, the 
majority of seedlings are found within 200 m of the mother plant (Richter and 
Böcker 2001). The uncontrollable spread of this species in Germany via root 
suckers is considered unlikely under forest conditions. Spreading due to light seed 
weights is estimated to play a more important role, but most likely only outside of 
forests (Bork et al., 2015).  
 

Impact Summary 
Almost no information on the impact of Pt on native biodiversity in Europe is 
available. Overall, any potential effects of Pt in Germany need to be differentiated 
into effects on forest sites and effects on open habitats. In forest areas with dense 
canopies Pt is unlikely to successfully establish and spread. Consequently, in such 
conditions the loss of native biodiversity is unlikely (Stimm et al. 2015). However, 
in open sites spread of this species and therefore impacts on native biodiversity 
are possible (see ‘Competition’ and ‘Invasive history in other countries’ in the U.S.).  
 

Competition The formation of adventitious root buds give Pt competitive advantages and it can 
thus be a successful pioneer in newly disturbed areas (Hu 1959 as cited in 
TodoroviĆ et al. 2010) where it can form monocultures (CABI 2017). Furthermore, 
Pt seedlings can grow quickly and create sufficient leaf surface area to suppress 
the development of species in lower layers of the forest through shading  
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(Beckjord et al. 1983 as cited in Innes 2009). Therefore Pt may be a component of 
early successional communities following disturbances in forests, but would likely 
be subsequently outcompeted by other tree species that grow taller (Stimm et al. 
2015). 
So far, Pt is mainly found to occur on ruderal sites where only few other native 
species are found, e.g. in urban areas (Essl 2007, Richter and Böcker 2001).  
 

Ecosystem 
alteration 
(abiotic and 
biotic) 

It is estimated that the large amount of leaf litter produced by Pt can change site 
specific nutrient availability due to the high nitrogen concentration in the leaves 
(CABI 2017), which can prevent the establishment of other species but also of Pt 
itself (Stimm et al. 2015).  
 

Potential 
impact in 
semi-natural 
ecosystems 

Unknown.  
So far, Pt has not spread in natural ecosystems in Germany (Stimm et al. 2015). 
According to Kowarik (2010) Pt has established within natural vegetation of rock 
formations at the southern edge of the alps, however any spatially explicit 
information in the publication is lacking.  
 

Transmission 
of pathogens 
or parasites 
(co-
introduction) 

Pt could potentially serve as host for the invasive stink bug (Halyomorpha halys 
(Stål)) from East Asia, which was first reported in Switzerland and has already 
spread to an enormous extent in the U.S. (Wermelinger et al. 2007). Note: this bug 
is probably not co-introduced and a range of host species are possible, including for 
example Ailanthus altissima (CABI 2019).  
 

Hybridization Pt is known to hybridise with fortunes paulownia (Paulownia fortunei (Seem.) 
Hemsl.) in its native range (CABI 2017). Seeds of the hybrid P. tomentosa x fortunei 
were used in a trial in Germany, but they were derived form a nursery in the U.S.  
(Stimm 2013). There is a lack of native congeneric species in Germany and as such 
no information on hybridization with native tree species is available.  
 

Potential 
future effects 

The ecological effects of Pt could become more important in the future because 
predicted climate change might allow Pt to spread beyond its current distribution 
range (Essl 2007, Vicsnjic 2003). The likely extension of cultivation areas for this 
species in central Europe could increase the potential impact on native populations 
particularly in marginal sites (Stimm et al. 2015), as has been demonstrated for 
other introduced species (Kowarik 2003). In order to reduce unforeseeable risks, 
the expansion of cultivation areas of this species are not recommended (Stimm 
2013, Stimm et al. 2015). For example, in open habitats there are indications for a 
potential invasiveness (Stimm et al. 2015). It is possible that Pt could prove 
invasive in Europe where it is continuously introduced and cultivated (CABI 2017). 
 

Invasive 
history 
elsewhere 

Pt is classified as invasive in North America and New Zealand (CABI 2017). In the 
U.S. invasion seems to be connected to fire, however, fire is not mandatory for 
successful recruitment (Lovenshimer and Madritch 2017). 
 
More details  

 In Austria the number of sites with Pt has increased exponentially since the 
1960s. It behaves as a pioneer species and mainly colonizes disturbed areas, 
such as synanthropic habitats (habitats associated with humans/human uses) 
in urban spaces. The invasion of Pt is not yet a nature conservation issue, 
however further spread into more natural habitats should be carefully 
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monitored (Essl 2007).  

 

 Pt is subspontaneous (i.e. first generation growing in the wild after having been 
introduced) in Corsica, France (Jeanmonod and Schlussel 2006) and in Paris in 
urban areas (Muratet 2007). 

 

 Pt is reported to occur rarely (Pyšek et al. 2002) and is listed on a watch list in 
the Czech Republic (Pergl et al. 2016). 

 

 So far, Pt is classified as non-invasive in Bulgaria. However, in order to prevent 
potential negative consequences, further risk assessments for all soil types and 
climates need to be conducted, and the species requires careful monitoring 
(Gyuleva et al. 2012). 

 

 In Romania Pt is considered as potentially invasive in the future (Nagodă et al. 
2014).  

 

 Pt is classified as subspontaneous in Switzerland (Wittenberg et al. 2006). 
Although the species prefers urban areas it has also established in forest 
clearings (Richter and Böcker 2001). For example, Pt is reported to form forest 
stands in the coppice forest at lake Lugano (Langdon & Johnson 1994 as cited in 
Richter 2002) and to rapidly colonize disturbed forest stands after fire in the 
Swiss Alps (Maringer et al. 2012).  

 

 Pt is classified as an invasive species in New Zealand (CABI 2017). 
 

 Pt is classified as invasive in the U.S. in Georgia, Tennessee, Oregon, and 
Kentucky (CABI 2017). It was originally brought to the U.S. for ornamental 
purposes in around 1844, but escaped cultivation and has naturalized 
particularly in the eastern half of the U.S. It has become a permanent part of 
the landscape and can be found along roadsides, riverbanks, and forest edges; 
Pt is reported as invasive species in 26 American states (Ding et al. 2006). 
Measures have been recommended to prevent the further spread of this 
species (Snow 2015). 

      Invasion seems to be particularly connected to fire in forests of the eastern 
U.S. (e.g. Dumas et al. 2007, Hagan et al. 2015, Lovenshimer and Madritch 
2017), however fire is not mandatory for successful recruitment (Lovenshimer 
and Madritch 2017). The post-fire invasive potential can be explained at the 
germination level since many components of fire stimulate germination of Pt 
seeds. Nevertheless, post-fire spreading is complex and also depends on 
habitat conditions (TodoroviĆ et al. 2010).  

      Pt seems to be able to spread and form forests in disturbed, light sites based 
on a single introduction (Lovenshimer and Madritch 2017) by forming colonies 
from prolific root sprouts (Langdon and Johnson 1994). However, it is 
considered unlikely that Pt will persist beyond the early stages of invasion 
except in xeric sites (Kuppinger et al. 2010) as it is an early successional species 
which is often outcompeted by more shade tolerant species in a later stage of 
succession. Thus, Pt is not able to invade intact forest systems as it cannot 
persist where the canopy is too dense to regenerate (Neel 2012). Pt can 
develop into a dominant species in dry and nutrient poor sites since such 
extreme site conditions exclude most other species (Kuppinger 2008).  
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Category Information 
Competition  
Overall, outcompeting native species is rare; exceptions are xeric sites with 
naturally exposed and nutrient-poor soils and sunny aspects such as cliffs and 
rocky outcrops, which can be inhabited by specialized native flora. For 
example, Pt displaced two rare and endangered native plant species on such 
sites in the Great Smokey Mountains National Park (Kuppinger 2008 as cited in 
Innes 2009).  
Species richness and Shannon diversity of sampled vegetation decreased in 
invaded plots compared to non-invaded plots across burned areas in the 
ecological important region ‘Linville Gorge Wilderness Area’ in North Carolina 
(Lovenshimer and Madritch 2017). When Pt seedlings grow fast they can create 
sufficient leaf surface area to suppress the growth of smaller seedlings due to 
shading (Beckjord et al. 1983 as cited in Innes 2009). Pt competes with native 
tree species in disturbed forest areas (Williams, 1993; Langdon and Johnson 
1994; Johnson, 1996 in Simberloff 2000); for example it replaces native pines in 
Great Smoky National Park where natural fires have returned (Simberloff 
2000).  

 
Ecosystem integrity 
Pt is very susceptible to herbivory in the U.S. (Longbrake 2001) and flowers of 
Pt are pollinated in North America by a variety of nectar- and pollen-feeding 
insects (Innes 2009).  
 
Comparison to Europe 

      According to Stimm et al. (2015) two factors may lead to the greater invasive 
success of Pt in the U.S. compared to Europe. The first is its large cultivation 
area in the 1970s and 1980s (Innes 2009) and the second is its invasion of large 
areas after large-scale disturbances, such as fire (Williams 1993). Disturbances 
on such a large scale are far more seldom in Europe. 

 

Available 
control 
measures 

To prevent any ecological risks, Pt should not be cultivated on a larger scale,  
particularly it should not be cultivated nearby open habitats of high conservation 
value (Essl 2007, Stimm et al. 2015). 
 
Spread is unlikely in the majority of the forest sites since Pt will not be able to 
compete against shade tolerant species in the course of succession. Where 
necessary, seed production can be avoided by girdling (Stimm et al. 2015). 
 
Once the species has established it is recommended to eradicate Pt by pulling out 
seedlings, removing the entire root by hand before the taproot is well developed, 
felling the tree close to the ground and repetitive spraying of the remaining stump 
with herbicides is also recommended (Remale 2005).   
 

Further 
research 
requirements 

 Careful monitoring of future spread of Pt is recommended by several authors 
(see above). 

 To assess future risks to biodiversity, factors which limit spread of Pt into areas 
of high conservation value should be analysed (Essl 2007). 
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Table 3 Douglas fir (Pseudotsuga menziesii Mirb (Franco)); Df=Douglas fir.  
Category Information 

Native range West and north U.S., south-west Canada (Spellmann et al. 2015). 
 

Pathways of 
introduction  

Douglas fir (‘Df’) was deliberately introduced to Europe in 1827. In Germany it was 
used as an ornamental tree around 1830 and it has been used in forestry since the 
middle of the 19th century (Spellmann et al. 2015).  
 

Distribution Df is distributed throughout Europe today and it is reported to cover 830,707 ha of 
forest within Europe (plantations or species presence in a mixed forest) (Hasenauer 
et al. 2017, Pötzelsberger 2018). The largest areas of Df cultivation are found in 
France, Germany and the United Kingdom (Bastien et al. 2013 as cited in Da Ronch 
et al. 2016). In terms of cultivated area it is the most important introduced 
coniferous tree species in Germany, covering 217,604 ha, i.e. 1.9 % of the total 
forest area (NFI, 2012) (Figure 1). Areas on which Df is cultivated in Germany (2012) 
have increased by 19 % since 2002. The proportion of Df in forests varies 
throughout the federal states in Germany, where it comprises 0.8 % of forest cover 
in Bavaria, 3.3 % in Baden-Württemberg, 3.6 % in Hessen and 6.4 % in Rheinland-
Pfalz (BMEL 2014).  
 

Soils, climate, 
light 

The establishment of Df is mainly regulated by: (1) its limited seed dispersal 
distance, (2) site conditions, (3) competition with other tree species, and (4) 
browsing by deer (Knoerzer 1999a, Spellmann et al. 2015).  
 
Df is a semi-shade tree species and seedlings require sufficient light in the early 
stages of natural regeneration. Therefore, sites with low canopy density and an 
absent shrub layer are appropriate for germination and establishment. Seedlings 
need mineral soils, thus suitable sites are those with limited needle litter, surfaces 
with soil wounding (for example from  harvesting timber), but also locations with 
several stone blocks, or areas on which boulder movements regularly clear the soil 
surface.  
Optimal initial conditions for natural regeneration are found in open coniferous 
forest sites. Establishment is particularly successful on base-poor and acidic soils 
with sufficient light availability (e.g. Oak forest in Baden-Württemberg) (Spellmann 
et al. 2015). In general Df seedlings need sufficient light for successful growth. Thus, 
management practices such as clearing gaps, thinning or opening the tree canopy 
and disturbing the soils is beneficial for the naturalization of Df (e.g.  Broncano et al. 
2005, Jonášová et al. 2006). 
Forest areas with a closed canopy, a shrub or herbal layer of vegetation and wet or 
calcareous soils provide unsuitable conditions. The likelihood of successful 
establishment of Df decreases with increasing nutrient and water levels. Df is able 
to tolerate water shortages, but does not tolerate excess water, i.e. (periodically) 
wet sites. Df is highly sensitive to drought in the germination and establishment 
stage but once established this species is able to adjust well to extreme droughts 
(Rigling et al. 2016).  
Success of natural regeneration of Df in mixed broadleaf forests is low, particularly 
in forest areas with dense European beech (Fagus sylvatica L.) trees in the 
understory or in the intermediate layer (Spellmann et al. 2015), or in unmanaged 
forest reserves, which are often characterized by a closed canopy (Bindewald and 
Michiels 2018, Endres and Förster 2013). 
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Case studies 
Lower Saxony, Lüneburger Heide (Appelfelder 1999) 

 Successful establishment of Df in light coniferous forests (medium success in 
deciduous forests) in the national park (NP) Lüneburger Heide.  

 An increased area of natural regeneration and further spread of Df is expected in 
the NP in the future as the majority of adult Df trees are not yet fructifying.  

 
Bavaria (Eggert 2014, Endres and Förster 2013) 
Based on Bavarian forest inventory data natural regeneration of Df is negligible in 
state forests: the actual area where Df is naturally regenerating is rather small and 
has hardly increased between two inventories. Natural regeneration is particularly 
scarce in closed forest sites and unmanaged forest reserves.  
 
Baden-Württemberg (Bindewald and Michiels 2018, Knoerzer 1999b) 

 Successful establishment of Df on base poor and acidic soils with sufficient light 
availability. 

 Negligible natural regeneration, particularly in closed forests (e.g. European 
Beech stands) and unmanaged forest reserves.  

 Natural regeneration has been recorded for two generations of Df in 
Southwestern Germany (Knoerzer 1999a): In the south of the Black Forest a 30-
40 year old Df stand had established through natural regeneration from an 
adjacent old Df stand and had itself produced fertile seeds. 
 

City forest of Freiburg (Steinmetz and Bauhus 2016) 
Although Df is the dominant tree species in the study area and natural regeneration 
is encouraged by forest management, natural regeneration of Df is limited to a few 
sites and decreased from 1999-2009 (based on regional forest inventory data).  

 

Regeneration 
potential 

Df only reproduces via seeds and starts fructifying at an age of about 30 years 
(Appelfelder 1999). The tree produces a mast (many more seeds than normal) on 
average every 14 years. Df does not establish a long-term seed bank (Starfinger and 
Kowarik 2011a), as the seeds do not survive more than 3 years in the ground and 
the majority of seeds die after 1-2 years (M. Karopka, unpublished data, FVA). It is 
estimated that Df produces 300-3000 viable seedlings per tree per year in Germany 
(based on a germinating rate of 40 – 80 % of seeds) (M. Karopka, unpublished data, 
FVA). This value can change considerably when the tree produces a mast.  
 

Dispersal 
pathways, 
spreading 
mechanisms, 
dispersal 
distances 

Pathways 
The major pathway of Df propagation is through forestry: the spread of this species 
into areas of high conservation value is only possible in the vicinity of cultivated 
Douglas fir stands (Bindewald and Michiels 2018).  
 
Spreading mechanisms and distances  
Df seeds are only dispersed by wind (Spellmann et al. 2015). The majority of the 
seeds fall within a distance of 100-240 m from the mother tree (Dick 1955, Eggert 
2014, Mair 1973 in Jonášová et al. 2006), although in rare cases seeds have travelled 
2000 m (Dick 1955). How far Df seeds can be dispersed in central Europe is not yet 
known as seed dispersal data are not yet available. Note: The dispersal distances 
reported by Dick (1955) in the U.S. are based on seed dispersal measurements. Seed 
dispersal distances from other studies in Europe are based on National Forest 
Inventory (NFI) data or estimates (e.g. Eggert 2014).  
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Impact  Summary 
Based on the current literature, the true extent of the current or future ecological 
risks of Df is highly uncertain (Felton et al. 2013, Höltermann et al. 2008, Schmid et 
al. 2014, Tschopp et al. 2015). The ecological consequences of the establishment of 
Df seem to be negligible but could still pose a risk in the future (Schmid et al. 2014). 
A variety of studies analysed the interaction of Df with native biota but the results 
are diverse and occasionally contradicting. Many organisms appear to live together 
with Df and may benefit from its presence. At the same time there are also cases 
where Df can have a negative impact on single groups of species. There appears to 
be a shift of species composition and species dominances towards generalists rather 
than specialists in fungi, arthropod, bird and vascular plant species in Df stands. The 
indirect effects of Df on soil chemistry seem to be similar to those of native 
coniferous species and may therefore allow coexistence with other species (see 
reviews for further information,  Schmid et al. 2014, Tschopp et al. 2015). The 
authors criticize that the majority of existing studies are not representative of the 
general situation in Europe, as they were conducted in a limited set of locations or 
on a small number of individuals, or only short-term data (e.g. one growing season) 
was collected (Schmid et al. 2014), other studies did not differentiate between 
different proportions of Df in forest mixtures (Tschopp et al. 2015). In particular, 
there are substantial gaps in the knowledge about the long-term effects of Df on 
typical native species communities of protected forest communities, and on rare 
species such as red list species (Bindewald and Michiels 2018, Tschopp et al. 2015). 
 

Competition  Df exhibits a superior growth rate compared to native tree species in many 
cultivated forest sites. In these sites natural regeneration is often desired and 
encouraged. If no specific management is applied at the majority of forest sites in 
Germany the establishment of Df is limited by shade-tolerant companion tree 
species such as European beech (Fagus sylvatica L.) (Spellmann et al. 2015). 
However, on more open dry acidic forest sites Df could develop to be the dominant 
tree species (Bindewald and Michiels 2018) (see below ‘Potential impact in semi- 
natural ecosystems’).  

 

Ecosystem 
integrity 
(biotic and 
abiotic) 

Biotic properties 
Several studies have investigated the ecological effects of Df cultivation (Schmid et 
al. 2014), however results are not consistent (Spellmann et al. 2015).  
 
Examples  
Arthropods  
Studies on arthropod species and composition connected with Df vary depending on 
the studied species, tree species mixture and season (Tschopp et al. 2015):  

 There is no significant difference between beetle fauna in the tree crowns of 
Norway spruce (Picea abies (L.) H. Karst.) and Df (Gossner and Simon 2002) but  
there appears to be reduced activity of red list beetle species on dead wood of 
Df compared to Norway spruce (Gossner 2004b).  

 A reduction in the number of arthropods in Df crowns in winter leads to reduced 
activity of wintering birds (Gossner and Utschick 2004).  

 The introduction of exotic species can in some cases increase the associated 
biodiversity, as new species increase the structural and temporal diversity of the 
forest (Kjaer et al. 2014). For example Df mixed with native European beech 
trees can lead to an increase in the richness of tree-dependent arthropod 
communities (Gossner and Ammer 2006). 
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 A comparison of pure Df plantations with a plantation of sessile oak (Quercus 
petraea (Matt.) Liebl.) of the same age in the same country revealed that 
afforestation with Df plantations leads to conspicuous changes in epigaeic 
invertebrate communities. Communities of ants and carabids were 
impoverished in the Df plantation, however the activity of diplopods for example 
was higher (Finch and Szumelda 2007).  

 Potentially due to a lack of native congener in Europe, Df recruited only 33.9 % 
of the number of arthropod species that are associated with Df in the native 
range (Roques et al. 2006).  

 
Fungi 
A comparison of different stands in Bavaria revealed that pure Df stands exhibited 
the lowest total species richness of fungi compared to the other stand types. Pure 
Df stands also had the lowest number of endangered fungi and fungi which are 
indicators of near-natural habitats. The diversity and relative proportion of fungal 
guilds (mycorrhiza, saprotrophic fungi and others) was most similar to that observed 
in Norway spruce (Utschik 2001).  
 
Spiders 
In a tree species experiment, spider biomass and abundance was negatively 
affected by Df (compared to European beech, sessile oak and spruce). These 
impacts persisted even in stands were Df was present in diverse tree species 
mixtures (Schuldt and Scherer-Lorenzen 2014).  
 
Epiphytes 

 The bark of conifers is generally acidic and the dense foliage reduces light levels 
at the tree trunk, therefore coniferous trees like Df do not provide suitable 
conditions for epiphytes (Alexander et al. 2006).  

 The broad buckler-fern (Dryopteris dilatata (Hoffm.) A. Gray) prefers the trunks 
of Df compared to those of European beech (Kühnel 1995). 

 One study identified a lower quantity and diversity of epiphytic mosses on Df 
compared to European beech (Kühnel 1995). 

 
Understory layer 

 Comparison of Df stands (where >85% top tree crown layer was Df) with 
European beech stands (where >85% top tree crown layer was European beech) 
in the State of Baden-Württemberg (Kühnel 1995):  
o Higher percentage cover was observed in the herbaceous layer in European 

beech forests 
o Lower average diversity of herbal vegetation in Df stand types (species 

numbers were similar for European beech and Df, but frequency 
distribution differed (lower evenness values): there was a shift of species 
dominances with a tendency of fewer competitively weak (and rare) plants 
and a dominance of more common species in Df stands 

 The results of comparisons of the understory of 50 year old pure (European 
beech, Scots pine (Pinus sylvestris L.) or Df) and mixed forest stands (Df-Norway 
spruce, Scots pine-European beech, Df-European beech) in north-western 
lowlands in Germany suggested that pure and mixed Df stands have similarly 
diverse understory vegetation compared to native conifer stands. However, 
species of natural forest communities are rarely present in Df stands (Budde, 
2006).  
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 The acidic nature of Douglas firs needles and their high density of foliage 
decreases light availability and soil pH, which tends to restrict the growth of 
understory herbs but favors mosses (Felton et al. 2013). 

 
Biodiversity and structural diversity 
Total number of species in the tree, shrub, herb, and moss layer as well as  
structural diversity is higher in old pure and mixed Df stands compared to near-
natural European beech-hornbeam-oak, European beech-pine and spruce-European 
beech-mixed stands of a similar age in two nature reserves (Vor and Schmidt 2006). 
 
Abiotic properties 
The effects of Df on soil chemistry seem to be similar to those of native coniferous 
species and may facilitate coexistence with other species – depending on the 
habitat type (Schmid et al. 2014).  
 
Examples 
Comparison of Df with native coniferous species 

 Df may have different abiotic habitat conditions compared to Norway spruce, as 
a result of their different bark and crown structure, however the chemical 
composition of secondary plant compounds in the needles of both tree species 
are similar (Schmid et al. 2014). 

 The rate of litter decay in Df is similar to those of Norway spruce, European 
silver fir (Abies alba Mill.) and European larch (Larix decidua Mill.) (Engel 2001) 
and even exceeds those of other cultivated tree species in Germany (Burschel 
and Huss 1997). 

 Microbial litter decomposition under stands of Df and under native tree species 
was compared in the lowlands of north-west Germany. There was no significant 
difference of microbial parameters under Df compared to Scots pine, European 
beech or Norway spruce (Mindrup et al. 2001).  

 
Comparison of Df to native broadleaf tree species 

 Plantations of pure Df and sessile oak of the same age were compared. Higher 
moss cover and needle litter resulted in higher soil acidity in the Df plantations  
compared to the sessile oak plantations (Finch and Szumelda 2007). 
 

Potential 
impact in 
protected 
ecosystems  

Case study in the State of Baden-Württemberg (Bindewald and Michiels 2016, 
Bindewald and Michiels 2018) 
Natural regeneration has been reported in several protected forest types of high 
conservation value in southwestern Germany (approximately 0.01 % of total forest 
area in the region), such as natural formations (i.e. habitats that cover only very 
small areas, where e.g. acidic open rocky heaps, acidic rock formations, are 
present), rare near-natural forest habitats located in the sessile oak (Quercus 
petraea (Matt.) Liebl.) forest communities on dry sites with acidic soils, and habitats 
characterized by mixed-broadleaf forests (Deschampsia flexuosa-Acer 
pseudoplatanus community) situated on rocks or steep slopes on nutrient-poor 
sites.  
  
Potential effects in special sites of high conservation value 

 The establishment of Df in the understory in specific (protected) sites (see 
above) will likely change the typical site conditions such that light is limited and 
the pH is lowered (Felton et al. 2013, Knoerzer 1999b): (1) shade will increase 
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with an increasing number of Df individuals (of increasing age) having a negative 
impact on heliophilous species; (2) rising needle fall, thus acidification of deeper 
soils and the accumulation of nitrogen may increase nitrophilous species 
(Knoerzer 1999b). The typical flora and fauna of such specific sites may be 
threatened by a decrease in species diversity, also affecting red list species 
(Blings 1998 as cited in Knoerzer 1999b). Df changes the typical vegetation 
structures on treeless rock formations (Knoerzer et al. 1996) and highly 
specialized thermophilous and heliophilous flora and fauna are considered likely 
threatened by such changes (Knoerzer 1999b). 

 If no risk management is applied, Df may overtake native oak species and 
develop to be the dominant tree species as is the case in oak forests in 
California (Cocking et al. 2014, Engber et al. 2011). In California Df grows faster 
than oak, reaching greater heights and its branches suffer less mechanical 
damage from competition. Df emerges from the understory through the 
canopy, replaces the original dominant oak tree species and is considered to 
cause rapid ecosystem change (Hunter and Barbour 2001). The conversion of 
Californian oak forests to shade-tolerant conifers is one direct outcome of fire 
exclusion. In Germany native oak regeneration is regularly suppressed by the 
high browsing pressure posed by deer. On rocky sites with nutrient-poor soils 
which would naturally form sessile oak forest communities, oak cannot 
regenerate and compete and Df seem to be less attractive for browsing 
(Knoerzer et al. 1996). 

 In near-natural birch-oak forests Df reaches the assured stage of regeneration 
(>1.3 m), outcompetes the native tree species and is estimated to be the 
dominating canopy species in the final forest stage (Knoerzer 1999a).   

 

Transmission 
of pathogens 
or parasites 
(co-
introduction) 

Df is the secondary host of the Sitka-spruce gall aphid (Gilletteella cooleyi (Gillette)) 
(Gossner 2004a, Hartmann et al. 2007 as cited in Spellmann 2015). No further 
knowledge on the transmission of other pathogens by Df is available (Spellmann et 
al. 2015), but future risks are considered likely (Felton et al. 2013). 

Hybridization Df has no native congeners (Czaja 2000) and, thus, does not hybridize (Felton et al. 
2013).  
 

Potential 
future effects  
 

In the future, an increase in the spread and establishment of Df is expected in 
Germany (Appelfelder 1999) since the majority of adult Df trees in Germany are not 
yet fructifying (NFI 2012). The spread of Df is expected to marginally increase as a 
result of climate change (Kleinbauer 2010). Df is considered to have potential 
significant impacts on forest ecosystems, particularly when planted over large areas 
and in high densities (Da Ronch et al. 2016). 
 

Invasive 
history 
elsewhere  

In Germany, classification of Df as an invasive species is controversial (Nehring et al. 
2013, Vor et al. 2015). Elsewhere: According to Richardson and Rejmánek (2004) Df 
is considered a serious conifer invader1 which has escaped after cultivation in 
Argentina, Austria, Bulgaria, Chile and Great Britain. Spread from cultivation areas in 
adjacent habitats in Europe has been reported in several countries, e.g. in Spain 
(Broncano et al. 2005, Carrillo-Gavilan et al. 2012), Austria (Essl 2005) and 
southwestern Germany (Bindewald and Michiels 2018, Knoerzer 1999b); outside 

                                                           
1
 ‘Invasive’ taxa produce reproductive offspring, often in large numbers, at considerable distances 

from parent plants  
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Europe in Argentina (Orellana and Raffaele 2010, Simberloff et al. 2010, Simberloff 
et al. 2002), Chile (Pauchard et al. 2015) and New Zealand (Ledgard 2002). 
According to Wagner et al. (2017) Df is one of the ten most common introduced 
tree species invading (i.e. spread into) acidophilus Quercus woodland in Europe, but 
information on the particular extent of established populations in the different 
ecosystem types is not provided. 
 
More details  

 In Austria, Df has established in the Bohemian Massif. Here, Df has mainly 
colonized open-conifer forests, acidic European beech forests (Luzulo-Fagetum), 
and near-natural acidophilus oak forests (Sorbo torminalis-Quercetum) (Essl 
2005).  

 

 In the Montseny Natural Park in Spain the establishment of Df seedlings started 
15 years after planting. Df seedlings were able to spread into adjacent areas 100 
m from the plantation in less than 30 years after planting (Broncano et al. 2005). 
However, the probability of successful Df establishment decreased along the 
early life-cycle stages in all studied sites, i.e. European beech and helm-oak 
forest and heathlands (Carrillo-Gavilan et al. 2012). 
  

 In a study in Switzerland no stands with strong Df spread were found and only 
few Df stands were located nearby nature reserves. Accordingly, no potential 
(future) negative effects of this species could be detected (Hafner and 
Wohlgemuth 2017). 

 

 Douglas fir frequently established outside of plantations in native forests in 
Argentina where it is considered to be invasive (Orellana and Raffaele 2010, 
Simberloff et al. 2010, Simberloff et al. 2002). Df seeds are described to reach 
several hundred meters from their propagule source in open and disturbed 
areas (e.g. ridge tops, roadsides and remnant pastures), however, almost all 
large Df individuals (i.e. > 10 m in height) were growing in remnant pastures 
within 200 m of the mother tree (Simberloff et al. 2002). Df interferes with the 
pollination and sexual reproduction of native wind-pollinated conifers, and thus 
may decrease their long-term population viability in Argentina (Martyniuk et al. 
2015).   
 

 According to a study by Pauchard et al. (2015) Df is naturalized and invasive in 
Chile 

 

 In New Zealand Df is more shade-tolerant than pines and there is a risk that this 
species spread into open native forest, shrub lands and grasslands. The 
frequency of Df spreading into open shrub lands and grasslands is already 
increasing, particularly following disturbances (Ledgard 2002). Df is assumed to 
adversely impact native tree seedlings and soil communities through 
modifications of the microenvironment both above and below the ground 
(Dehlin et al. 2008). 
 

Native range 

 Df seedlings established successfully in open grasslands in British Columbia, 
Canada (Bai et al. 2000) 
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 In the U.S. native oak forest are being encroached upon in California: Df 
outgrows native oak species, resulting in oak mortality (this is the direct 
outcome of fire exclusion in north coast oak woodlands) (Cocking et al. 2014, 
Engber et al. 2011, Hastings et al. 1997). Note: whether such competition 
patterns are applicable to Germany is unknown.   
 

Available 
control 
measures 

 The designation of buffer zones around susceptible habitats has been suggested 
to limit the spread of this species (Ammer et al. 2016, Bindewald and Michiels 
2018). With buffers ranging from 300 m according to regional forest guidelines 
(ForstBW 2014), to 1-2 km according to Walentowski (2008). These buffers 
should contain Df within the cultivated forest area and avoid any further spread 
into sensitive areas.  

 Where necessary, forest management can decrease the establishment and 
spread potential of Df by planting competitive native tree species and by early 
removing of single trees before they produce seeds (Spellmann et al. 2015).  

 Any undesired occurrence of Df can be mechanically removed with low effort 
since the tree does not regenerate by regrowth from root material or via 
coppice shoots (Spellmann et al. 2015).  

 

Further 
research 
requirements 

Further areas of research to fill gaps in the current knowledge, some examples:   

 Comparison of Df‘s impact on biota in pure and mixed coniferous stands as well 
as broadleaf stands (Schmid et al. 2014). 

 Assessment of the ecological impact of Df plantations in comparison to Df stands 
which establish naturally (Schmid et al. 2014) 

 Fungal interactions of Df (Schmid et al. 2014)  

 Ecological integration: Comparing Df and silver fir (Schmid et al. 2014) 

 Assessment of the influence of Df on native biodiversity in different mixtures 
particularly with European beech along a gradient, to determine the threshold at 
which negative effects become evident (Tschopp et al. 2015) 

 Assessment of the influence of Df on rare and red list species, e.g. on lichen, and 
species of national priority (Tschopp et al. 2015)  

 Assessment of the ecological (long-term) effects on near-natural forest sites and 
their native species communities (Bindewald and Michiels 2018) 

 Investigating the frequency of natural regeneration and particularly the 
spreading potential of Df in different semi-natural (forest) ecosystems 
throughout Europe (Tschopp et al. 2015) 

 

 

Table 4 Red oak (Quercus rubra L.); Ro=Red oak.  
Category Information 
Native range Northeastern US, southeastern Canada (Nagel 2015). 

 

Pathways of 
introduction  

The first documented introduction of red oak (‘Ro’) to Europe was in Switzerland in 
1691 (Badoux 1932 as cited in Nagel 2015). Cajander (1922) mentioned the 16th and 
17th century as the first main period of introduction to Europe. Ro was initially used 
in parks. From the mid-18th to 19th century Ro was used in silvicultural trials. After 
positive trial evaluations, the tree was intensively cultivated in eastern Germany in 
the 1950s - 1960s (Nagel 2015). In terms of cultivation area Red oak is now the most 
economically important introduced broadleaf tree species in Germany (BMEL 2014).  
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Distribution Ro is widely distributed in Europe with the largest areas of Ro cover in Germany, 
France, Belgium and the Netherlands (Nagel 2015). In Germany, Ro is cultivated on 
approximately 55,000 ha, i.e. 0.5 % of the forested area of Germany (NFI 2012), 
often on restored open-cast mines. Ro occurs mostly in planted stands in Germany 
and successful spread and establishment can be only found in isolated cases on 
nutrient-poor, dry soils with little browsing pressure (Nagel 2015). Natural 
regeneration is frequent on sites where the potential natural vegetation includes 
the species Galio odorati-Fagetum or Luzulo-Fagenion, which constitute two major 
vegetation types in Bavaria (Winter et al. 2009).  
 
Examples of the percentage of forest area covered by Ro outside of Germany 

 0.2 % in the Czech Republic, based on national forest inventory data (Bednář et 
al. 2016)  

 0.03% in Slovenia (Kutnar and Pisek 2013) 

 0.9% (from the number of tree trunks, 3% basal area and 0.08% in regeneration) 
in Italy, based on inventory data (Rizzo and Gasparini 2011) 

 

Soils, climate, 
light 

Ro is well-adapted to large climatic variability in its native range (Kölling 2013). It is 
relatively drought tolerant as an adult tree (Desmarais 1998 as cited in Nagel 2015) 
and seedling (Miltner and Kupka 2016). Ro is periodically shade tolerant, particularly 
up to the age of 10 (Vor 2005). Therefore, Ro is able to persist below a dense 
canopy for a certain period of time (Johnson & Major as cited in Nagel 2015).  
The establishment of Ro in Germany is mainly regulated by soil and light conditions, 
seed predation and browsing pressure (Nagel 2015). Seedlings are relatively 
independent from limiting soil nutrient resources due to their large seed size (García 
and Houle 2005). Ro is resistant to storms, fire, frost, drought and emissions (Nagel 
2015).  
 
Favorable conditions 

 Ro has a preference for calcium-deficient soils and south-facing ledges and ribs 
(Dreßel and Jäger 2002). 

 Natural regeneration of Ro is most successful on nutrient poor, dry and warm 
sites (Vor 2005) 

 Ro occurrence and natural regeneration has been recorded in Poland, mostly on 
poor soils with high C/N-ratios, typically occupied by coniferous forests (Chmura 
2014).  

 Ro regenerates easily in light pine forests in Belgium (Vansteenkiste et al. 2005). 

 Ro occurs in the medium and late successional stages of shady forests after 
disturbances like clear cutting, fires or storms. After fires, Ro can easily regrow in 
its native range (Foster 1992 and Elliot et al. 1998 as cited in Dreßel and Jäger 
2002). 

 Greatest growth rates of seedlings where light availability is high, but Ro is also 
competitive under semi-shade and periodical shade conditions. It is termed a 
‘gap specialist’ (Major et al. 2013). 

 
Appropriate conditions 

 Natural regeneration is successful even on a thick layer of humus (Bachmann et 
al. 2009). 

 Ro seeds can emerge even under thick leaf litter (Kostel-Hughes et al. 2005). 
 

Unsuitable conditions 

 Soils with high calcium content >1.5%. 
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 Light suppression: in mixed forest with European beech Ro seedlings grow 
slower in height than seedlings of European beech under closed canopy 
conditions (Nagel 2015).  

 
Case studies 
Saxonian Swiss National Park (Dreßel and Jäger 2002) 

 Successful natural regeneration of Ro on south-facing, rocky sites. 

 Light availability was correlated with the number of surviving seedlings. 

 Browsing damage was of secondary relevance; mainly trees <50 cm were 
affected. 

 
Managed hardwood forests of southwestern Germany (Major et al. 2013): 

 Prolific natural regeneration of Ro, even under closed canopy conditions. Higher 
number of individuals than native tree species. Sustainable regeneration with a 
significant number of trees entering the mid storey. 

 Especially prolific on nutrient-poor soils, less abundant on sites with elevated 
soil calcium levels.  

 Establishment of Ro was strongly connected to seed trees due to limited seed 
dispersal. 

 Ro is promoted by periodic selective harvesting which maintains a disturbed 
state of mid-succession, allowing Ro seedlings to persist in canopy gaps. 

 
Comparison of natural regeneration and dispersal in three forested sites (Vor 2005) 

 Highest abundance of natural regeneration in warm, nutrient-poor and dry 
stands without browsing pressure (conditions were advantageous for Ro 
compared to other species.) 

 Lower density of Ro seedlings in stands with lower temperature, high nutrient 
and moisture conditions.  

 Poor regeneration on sites where nutrient, water and temperature conditions 
were on average in between of the two other sites (could be related to age 
differences)  

 
Comparison between different European countries (Merceron 2016) 
Ro regeneration was most successful where Ro was dominant in the tree layer, but 
also under native oaks in France, Spain and Wallonia or under coniferous stands in 
Spain and Germany (Data based on forest inventories).  
 

Regeneration 
potential 

Ro starts fructification from the age of 25 (Meloni et al. 2016) and produces a mast 
every 2-5 years (Nagel 2015). Vegetative regeneration of red oak is confined to 
stumps as it does not grow from root material. Although vegetative reproduction by 
regrowth from the stump is possible (Bachmann et al. 2009), it has not played an 
important role in Germany so far, since shoots are often browsed by wild animals 
(Nagel 2015).  
 

Dispersal 
pathways, 
spreading 
mechanisms, 
dispersal 
distances 

Pathways, vectors  
Small mammals such as mice and birds are the main vectors of seed dispersal in Ro 
(Bieberich et al. 2016). Furthermore, the Eurasian jay (Garrulus glandarius 
(Linnaeus)) can transport Ro seeds over long distances (Bachmann et al. 2009). The 
jay has been shown to prefer native oak acorns over Ro acorns (Dreßel and Jäger 
2002), because Ro acorns have a thicker pericarp (Bieberich et al. 2016). 
Nonetheless, Ro is still effectively dispersed which has resulted in dominant Ro 
stands in the understory vegetation of forests in Poland (Myczko et al. 2014). In 
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Wallonia in Belgium Ro acorns are dispersed by wood mice, red squirrels, rats and 
wild boar, although native oak acorns are also preferred by these mammals. Results 
suggest that Ro is gradually crossing the natural dispersal barrier, without human 
intervention (Merceron et al. 2017a). 
 
Spreading mechanisms and distances  
Restricted seed dispersal is the main factor influencing the spatial distribution of Ro 
recruits. According to Nagel (2015), jays can transport seeds up to 4 km, however 
they are usually transported a maximum of 150 m. Dreßel and Jäger (2002) reported 
high densities of Ro seedlings (i.e. 700 seedlings / ha) 700 m from the nearest old Ro 
stand and single seedlings at a distance of 1.5 km. Riepðas and Straigytë (2008) 
found considerable seedling densities 500 m from Ro plots and single seedlings up 
to 1.5 km from the nearest Ro stand. The highest densities of seedlings were found 
on relatively fertile soils.  
Overall, the spreading potential of this species is considered to be limited by 
ineffective seed dispersal vectors, a lack of vegetative reproduction and a high 
browsing pressure at the majority of forest sites in Germany (Major et al. 2013, 
Nagel 2015).  
 

Impact Summary 
It is considered challenging to assess ecological impacts as many Ro stands are still 
rather young and effects on native species vary for different species groups. For 
example, a negative impact on bryophytes (Woziwoda et al. 2017) or ferns has not 
been detected so far (Zarzycki et al. 2015), however negative impacts on native 
species richness and dominance of Ro in the regeneration compared to e.g. native 
oaks have been observed in Poland (Woziwoda et al. 2014a).  
 

Competition Shade tolerance 

 Ro is more shade tolerant and competitive than native oak species in all 
developmental stages, but its height increment is slower than that of European 
beech regeneration under closed canopy conditions (Strathmann & Warth 1987 
as cited in Nagel 2015).  

 In the early regeneration stage, Ro can compete with native shade-tolerant tree 
species such as sycamore (Acer pseudoplatanus L.) and common hornbeam 
(Carpinus betulus L.) (Major et al. 2013). 

 In Poland, Ro has a higher establishment success but lower dispersal rates than 
pedunculate oak (Quercus robur L.) (Myczko et al. 2014).   

 Nagel (2015) suggests though, that the situation in Germany is not comparable 
to that of Poland for example, since European beech is more competitive and 
shade-tolerant and thus would outcompete Ro in the long-term.  

 
Growth 
Ro exhibits fast growth, especially in trunk diameter. The height growth of young 
trees is comparable to sycamore and superior to native oaks and European beech, 
both when comparing planted monocultures in open areas (Schober 1987 as cited in 
Nagel 2015) and mixed plantations in open areas (Göhre & Wagenknecht 1955 as 
cited in Nagel 2015).  

 In southwestern Germany Ro grows faster than native oak species (20% more 
growth in height and 40% in volume) and just as fast as F. sylvatica (Klädtke 
2016). 

 There is an area of successful natural regeneration of Ro on a study site in 
southwestern Germany (Kuehne et al. 2014). Ro seedlings can develop a fairly 
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large leaf area. This likely makes the net carbon gain and total photosynthesis of 
Ro seedlings superior to other species, both in large openings and under closed 
canopies, with strong competition for light. Due to these qualities, Ro seedlings 
can outperform pedunculate oak as well as shade-tolerant species such as 
sycamore. 

 In the National park ‘Sächsische Schweiz’ European beech is competitive and 
more successful than Ro on ‘average sites’, however Ro is just as successful as 
European beech on xerothermic sites where larger beech trees have been 
logged. In the long run, Ro is expected to dominate on dry and acidic sites, since 
pioneer species like Scots pine (Pinus sylvestris) and birch (Betula spec.) are 
already being outcompeted on these sites (Dreßel and Jäger 2002). 

 
Gap specialist 

 Phototropic growth allows Ro to occupy gaps in the forest canopy (Nagel 2015).  

 In open spaces, in gaps or in areas with less dense canopies Ro even competes 
with European beech (Vor & Lüpke 2002, Mews 2012 as cited in Nagel 2015), yet 
Ro is inferior to beech under dense forest canopies (Nagel 2015). 
 

Pathogen exposure 

 Ro is less susceptible to pathogens and seed predation than native tree species 
(Nagel 2015). 

 The absence of major parasites has released selection pressures and led to 
genetic differentiation in Ro since its introduction. Ro may have advantages 
compared to native oak species as it has no known pathogens in Europe 
(Daubree and Kremer 1993). 

 
Other aspects of competition 
In a review Miltner and Kupka (2016) argue that fast growth, drought tolerance and 
resistance to fungal diseases could lead to natural dominance of Ro on dry, acidic 
sites in Bohemia in the Czech Republic. 
 

Ecosystem 
alteration 
(abiotic and 
biotic) 

There are a great number of studies on the ecological integration of different 
species groups with Ro but with partly inconsistent results: 
 
Soil microorganisms 

 Lower microbial activity was observed in soils of Ro plantations compared to  
sessile oak (Quercus petraea (Matt.) Liebl.) plantations of the same age (Nicolini 
and Topp 2005). 

 Fewer soil microorganisms are present in Ro leaf litter compared to pedunculate 
oak leaf litter (Riepðas and Straigytë 2008). 

 
Arthropods 

 Arthropods that are strongly specialized for European oak species cannot simply 
migrate to Ro (Van Nieukerken et al. 2012).  

 There is a smaller spectrum of herbivorous insects on Ro compared to native oak 
trees (Gossner and Simon 2005 as cited in  Nagel 2015).  

 Certain species occur on Ro but prefer native oaks (Gossner and Bräu 2004) 

 Some integration has been identified: e.g. more species have been found on Ro 
than on European beech and even protected deadwood beetles have been 
identified on Ro (Nagel 2015). 

 Soil arthropods in red oak stands: no significant differences were observed for 
spiders, rove beetles and myriapoda compared to native oak stands (Balkenhol 
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2006 as cited in Nagel 2015). 

 Rove beetle communities in reforested areas of eastern Hungary were found to 
be less diverse and less abundant in Ro plantations than in plantations of native 
pedunculate oak. Understory vegetation, soil temperature and pH were found to 
most strongly influence rove beetle diversity (Nagy et al. 2015).  

 Insect communities in the crowns of Ro stands differ in comparison to those in 
stands of native oaks  (Gossner 2004b). 

 Pre-dispersal seed predation in Ro: Predation by moths is low and similar to 
sessile oak species. Predation by weevils (beetle) is high among sessile oak 
species but very low in Ro (Bogdziewicz et al. 2017). 

 Heteroptera abundance and biodiversity on Ro is significantly lower (25-50%) 
than on pedunculate oak and generalist species dominate the diversity of 
Heteroptera found on Ro (Gossner and Bräu 2004).  

 The abundance and diversity of Sawflies (Symphata) on Ro in Bavaria was found 
to be lower than that of native tree species (Gossner et al. 2007). 

 Mite communities in Ro stands in Poland differed significantly from pedunculate 
oak stands. Species composition was marginally different and overall mite 
abundance was significantly higher in Ro leaf litter. This is probably due to the 
thick Ro leaf litter layer, which is a result of the higher litter production (Kohyt 
and Skubała 2013). 

 Larvae of the chestnut tortrix moth (Cydia splendana (Hübner)) and beech moth 
(Cydia fagiglandana (Zeller)) in Poland use Ro acorns as a foraging substrate and 
can thus stabilize their trophic niches in years where native oak species produce 
few acorns (Myczko et al. 2017). 

 Lower densities of collembola and mites were found in Ro plantations when 
compared to sessile oak plantations of the same age on former lignite open-cast 
mines (Nicolini and Topp 2005). 

 The great capricorn beetle (Cerambyx cerdo (Linnaeus)) avoids Ro and is 
exclusively found on pedunculate oak in a Natura 2000 site in Poland. However, 
the studied Ro had a smaller trunk diameter than the native oaks, which could 
be a confounding factor in that study (Oleksa and Klejdysz 2017).  

 The number of insect species found on Ro in Britain was lower than the number 
found on pedunculate oak and Turkey oak (Quercus cerris L.) (Welch 1981). 

 
Fungi 

 Ro deadwood decomposed faster than deadwood of native oak species (Möller 
1998 as cited in Nagel 2015). 

 Over 120 species of deadwood fungi were found on Ro including rare and 
protected species (Sammler et al 2011 as cited in Nagel 2015). 

 No significant difference was found between mycorrhiza associated with Ro and 
native oak species (Gebhardt et al 2006 as cited in Nagel 2015). 

 Ro stands have been colonized by several macromycetes in Brandenburg, 
Germany. However, due to its shorter lifespan Ro is less suitable for some 
species than sessile and pedunculate oak (Sammler 2004).  

 The diversity of ectomycorrhizal fungi on a 35 year old Ro in Poland was much 
lower than what would be expected on pedunculate oak. The ectomycorrhizal 
fungal community on Ro was also dominated in another study by one very 
abundant species (Sousa et al. 2014, Trocha et al. 2012). 
  

Birds 

 Increased number of non-forest bird species, mostly synanthropic species, were 
observed in forest patches with Ro compared to natural forest in a park in 
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Poland (Grzędzicka et al. 2017). 

 Ro is considered a good food source for woodpeckers (Gatter 1972). 
 
Plants 

 Increased numbers of non-native plant species were observed in forest patches 
with Ro compared to natural forests (Grzędzicka et al. 2017). 

 Differences in the vegetation structure and species composition of forests 
containing Ro and pedunculate oak were compared in Lithuania. The percentage 
cover of the second tree and herb layer was lower in Ro stands than native oak 
stands, while the percentage cover of the shrub layer was higher. Species 
diversity was overall lower in Ro stands (Marozas et al. 2009).  

 The biodiversity in Scots pine – pedunculate oak forests in Poland is reduced 
when Ro is present in the stand. The presence of Ro also results in a reduction of 
the herbal plant community and a shift in species compositions towards more 
shade tolerant species (Woziwoda et al. 2014a). 

 In secondary forests on former agricultural land in Poland, admixture of Ro 
increases the diversity of epiphytic bryophytes. Ro is a better ‘bryophyte host’ 
than native oaks. However, this is counteracted by a negative effect on the 
understory diversity (Woziwoda et al. 2017). 

 Fern populations in forest stands (mixed broadleaf forest, acidophilous oak 
forest and acidophilous European beech forest) dominated by Ro where 
compared with the same forest types without Ro in southern Poland. Fern 
species in Ro dominated forests in Poland are bigger and have larger ground 
coverage than in control forest patches, whilst percentage coverage of herb 
species and species diversity were higher in forest stands lacking Ro (Zarzycki et 
al. 2015). 

 
Studies on abiotic properties 
Litter decomposition  

 The slow litter decomposition of Ro is often described as a problem but requires 
site-specific consideration, since slow decomposition only occurs on nutrient-
poor soils (Nagel 2015). Although Ro produces a high amount of litter, Ro leaf 
litter decomposition is faster than that of native oaks and contains less nitrogen, 
resulting in a higher initial C/N ratio. Over time, a faster decomposition of the 
higher amount of leaf litter compensates for its lower N content (Straigytë et al. 
2009). 

 

 Leaf litter decomposition in Ro is slightly slower than decomposition of leaf litter 
for European beech but faster than decomposition of European larch (Larix 
decidua Mill.) in Lithuanian plantations. Total litter mass of Ro was 30 % higher 
than in other species (Ciuldiene et al. 2017). 

 

 Litter decomposition within the native range of Ro functions differently, as litter-
burying earthworms are absent. Introduced European Lumbricus species avoid 
Ro leaf litter due to its low calcium content and prefer leaf litter of other tree 
species (Holdsworth et al. 2008, Holdsworth et al. 2012). The consequences in 
European forest ecosystems - e.g. for soil chemistry - are so far unknown. 

 
Nutrient immobilization in the soil 

 Bonifacio et al. (2015) tested the effects of over 50 years of Ro cultivation on 
well-developed, nutrient-poor soils, originally covered by native pedunculate 
oak. Ro sites showed a different humus form caused by a higher tannin and alkyl 
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content of the leaf litter. Ro leaf litter was less easily degradable, cation 
biocycling was inhibited and in particular phosphorus and calcium retention led 
to lower availability of these elements in the mineral soil.  
 

      These results match the findings of Riepðas and Straigytë (2008) who found that 
due to slow litter decomposition, soils in Ro stands in Lithuania contain more K 
but less P, Ca and other nutrient trace elements than soils in comparable 
pedunculated oak stands. 
 

Soil acidification & leaching 

 Ro causes soil acidification on the upper forest soil layers (Finzi et al. 1998 in 
Dreßel and Jäger 2002, Miltner et al. 2016). Soil properties of sessile oak forests 
were compared with Ro forest sites. Total carbon and nitrogen in the upper soil 
levels were lower compared to native oak forest (Nicolini and Topp 2005).  

 

 Ro dominated forests are not prone to leaching nitrogen into the groundwater, 
due to the high C/N ratio in the soil (Lovett et al. 2002). Low levels of NO3-
leaching is due to the higher N-deposition of Ro, compared to other species in 
the native range (Crowley and Lovett 2017).  

 

 Red oak leaf litter leaks high amounts of tannin into leachate during 
decomposition which may affect the development of aquatic organisms (e.g. 
tadpoles in pools of water) due to tannin toxicity when growing in or around 
freshwater ecosystems. This effect has been demonstrated on tadpoles under 
laboratory conditions (Earl et al. 2012, Earl and Semlitsch 2015). Ro leaf litter has 
a high tannin content compared to other North American tree species, however 
studies comparing Ro leaf litter tannin content to native oak species leaf litter in 
Europe is lacking. 

 

 The chemical composition of Ro leaf litter is similar to native broadleaf species 
(Skorupski et al. 2012). Note: Ro leaf litter was not compared to other oak 
species leaf litter but to a mixture of leaf litter from different deciduous tree 
species in this study. 

 

Potential 
impact in 
semi-natural 
ecosystems 

Ro can cause conflicts with nature conservation (Dreßel and Jäger 2002, Kowarik 
2002), as it is estimated that Ro could develop to be a dominant species on dry, 
acidic sites (Miltner and Kupka 2016). For example, Dreßel and Jäger (2002), found 
that red oak persists in natural vegetation on south-facing rocky sites with little 
browsing pressure in a national park in eastern Germany.  
 
From the nature conservation point of view natural woodland borders and rock 
habitats are possibly prone to (further) invasion and thus would require Ro removal 
(Starfinger and Kowarik 2011b).  
 

Transmission 
of pathogens 
or parasites 
(co-
introduction) 

There are very few records of pathogen transmissions and to date no proven cases 
of co-introductions with Ro. There are some cases of potentially harmful species 
introduced in the more recent past: 

 Very few pathogens have been registered in association with Ro and no 
damaging effects have yet been recorded (Nagel 2015). 

 The oak skeletonizer (Bucculatrix ainsliella (Murtfeldt)) – a leaf eating moth - is 
the first lepidopteran species to feed on Ro in Europe. It has spread in the 
Netherlands, Belgium and in parts of Germany however no damaging effects 
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have been reported so far (Van Nieukerken et al. 2012). 

 The fungus Ceratocystis fagacearum (T. W. Bretz) J. Hunt responsible for mass 
mortality among north American oaks (‘oak wilt’) has not yet been found in 
Europe, but poses a severe potential threat in the future (Koch et al. 2010, 
Johnson et al. 2002 as cited in   Nagel 2015). 

 The oak lace bug (Corythucha arcuata (Say)) is an insect native to North America, 
which can cause early leaf drop in cases of heavy infestation. Damage to  
European oak species are more severe (Bernardinelli 2006). This bug was first 
found in Europe in 2000 but it is not strictly a co-introduced species of Ro. 

 The aphid Myzocallis walshii (Monell) was introduced to Europe in the 1990s 
(Doychev 2015). Only aesthetic damages by this species to ornamental Ro trees 
have been recorded until now (Doychev 2015). The first instance of this aphid in 
the Czech Republic was recorded in 2003 and it has so far only been observed on 
Ro (Havelka and Starý 2007). 

 

Hybridization Ro does not hybridize with European oak species (Nagel 2015). 
 

Potential 
future effects 

Both Ro and pedunculate oak in Lithuania have been extending their growing 
season since 1980 due to changing climatic conditions. However, while the 
pedunculate oak growing season extended by 22 days, the growing season of Ro has 
only extended by 11 days. Assuming continued warming, this could improve the 
competitive ability of native oak, but also entail higher risks due to late frost, to 
which Ro is more resistant (Sujetoviene and Sveikauskaite 2014).   
 

Invasive 
elsewehre 

Summary: 
In Germany, the classification as an invasive species is controversial (Nehring et al. 
2013, Vor et al. 2015). Elsewhere: Ro is considered invasive in natural and semi-
natural oak forests in the Czech Republic, Poland and Lithuania. In these forest 
types, the elimination of typical heliophilous herbal communities is particularly 
emphasized as a major detrimental effect of Ro (for further information see e.g.  
Nagel 2015). In Belgium, Ro is reported as invasive in light coniferous forests 
(Branquart et al. 2007, Vansteenkiste et al. 2005). In Spain and France, Ro 
regeneration has been reported on forest inventory plots without the presence of 
adult Ro (Merceron 2016). 
 
More details 

 Increases in the natural regeneration of Ro in light Pinus stands have been 
recorded in Belgium (Branquart et al. 2007, Vansteenkiste et al. 2005). The 
proportion of Ro present in forests is increasing due to lower seed predation for 
Ro than for native oak species (Vansteenkiste et al. 2005). Ro is considered 
invasive in the Liedekerke forest reserve on sandy loam soils, an area where an 
anthropogenic heathland was left unmanaged after WWII. A three to four fold 
increase in basal area was reported for Ro between 1986 and 2006. Ro 
comprised 20% of total basal area of the forest in 2006 (Vanhellemont et al. 
2009).  
 

 Increase in the natural regeneration of Ro has been recorded in light Pinus 
stands in the Netherlands (Oosterbaan & Olsthoorn 2005 as cited in Nagel 
2015).  
 

 Natural regeneration was recorded on plots without any adult Ro in Spain and 
France (Merceron 2016). 
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 In Northern Italy floodland oak-hornbeam forests of the plains and interior hills 
(EU Habitat 9160), sweet chestnut forests, mixed floodplain and alluvial forests 
of alder (Alnus spp.) and willow species are forest areas most threatened by Ro 
invasion (Meloni et al. 2016). 
 

 Ro germinates and self-reproduces successfully in Poland and is considered 
invasive in the country. Populations of Ro are increasing since the number of 
reported occurrences of Ro are growing exponentially (Tokarska-Guzik 2005). 
This includes natural ecosystems such as the Bialowieza National Park. Ro occurs 
both in natural and semi-natural habitats in the Silesian upland, southwestern 
Poland where it is one of the three most common neophytes (Chmura 2004). It 
mostly occurs in stands between 20 and 80 years old in Calamagrostio-
Quercetum communities where it covers about 75 % of the vegetation plots. 
Seedlings occur in all forest communities except Molinio-Pinetum and Carici-
Fagetum  (Chmura 2004). In northwestern Poland Ro mainly occurs in semi-
natural, low-disturbance habitats which include deciduous, coniferous and 
mixed forest types (Mysliwy 2014). In western Poland Oleksa and Klejdysz (2017) 
reported the occurrence of Ro in a Natura 2000 site. 
Overall, detrimental impacts on biodiversity, protected areas, the landscape and 
the economy in Poland are expected as outcomes of an increased occurrence of 
Ro (Tokarska-Guzik 2005). Chmura (2013) considered Ro as a ‘competitive 
species’ both in regeneration and as a mature tree. The main impacts of Ro in 
the tree layer are a reduced cover and diversity in both the herb and shrub layer 
caused by light deficiency (Chmura 2013). Furthermore, the relatively thick leaf 
litter limits species diversity in invaded vegetation patches by inhibiting the 
growth of other species (Woziwoda et al. 2014a).  Nagel (2015) suggests though, 
that the situation is not comparable to Germany where European beech is more 
competitive and shade-tolerant and thus would outcompete Ro.  
Presence of Ro in Scots pine – pedunculate oak forests in Poland correlates with 
a reduced amount of saplings in the shrub layer, i.e. natural regeneration of 
other species is inhibited (Woziwoda et al. 2014a) 
Ro acorn infestation by Curculio spec. beetles and the moth Cydia fagiglandana 
(Zeller) is significantly lower than among native pedunculate oak acorns in 
Poland. This could lead to higher germination rates and seedling fitness of Ro 
(Myczko et al. 2017). 

 

 Riepðas and Straigytë (2008) classified Ro as invasive in Lithuania and consider it 
to be more competitive than European oak species. The authors describe a 
negative influence of Ro on ground vegetation: abundant Ro regeneration 
competes with native species in the herb layer and leads to a reduced species 
diversity. Straigytë et al. (2012) argue that exposure to fungal and viral diseases 
is lower than in the native range, leading to low disease infestation rates among 
Ro in Lithuania, increasing its fitness compared to native species.  
 

 In the Czech Republic, Ro is frequently recorded in surveys and classified as an 
invasive species (Pergl et al. 2016). However, Hajzlerová and Matějček (2011) do 
not consider Ro a serious danger in their study area, the Tichá Orlice.  

 

Available 
control 
measures 

 Establishing buffer zones of 2 km around specific light, dry and acidic sites, such 
as rock biotopes is one suggested recommendation to prevent the spread of this 
species (Starfinger and Kowarik 2011b) 
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 Where necessary, planting shade-tolerant native species (e.g. beech) (Nagel 
2015) 

 Repeated spring or summer coppicing, and soil tillage can limit the spread of Ro 
(ECORICE 2015 as cited in Meloni et al. 2016).  

 Mechanical removal of 1 -2 year old regeneration is possible, since Ro does not 
reproduce via growth from roots (Dreßel and Jäger 2002). 

 Removal of older trees will inhibit seed production, but sites need to be revisited 
regularly (Oosterbaan and Olsthoorn 2005) 

 Oosterbaan and Olsthoorn (2005) assess and compare four different methods 
for the control of invasive tree species: Chemical treatment is cheap but often 
not suitable for environmental reasons. Girdling is cheap and feasible for older 
trees. Uprooting of whole trees is expensive and just as effective as planting 
shade-tolerant tree species.  
 

Further 
research 
requirements 

Competition with F. sylvatica and climate change 

 The hypothesis that ‘Ro will be outcompeted by European beech in central 
Europe’(e.g. Nagel 2015)is not supported by data so far. For example, Klädtke 
(2016) questions this argument and suggests studying the competition between 
Ro and European beech regeneration.  

 It is not yet known whether Ro would have an advantage compared to native 
species as a result of climate change (Bolte et al. 2009). This raises the question 
whether beech will still be more competitive with more frequent droughts.  

 Genetic analysis suggests that introduced Ro originates from the northern end 
of their native range. It is not yet known whether this could have implications 
for future climate adaptation, e.g. in terms of drought tolerance  (Merceron et 
al. 2017b) 

 
Lack of long-term data 
Reif et al. (2011) argue that the long time lag between the introduction and 
spontaneous spread of non-native tree species should be taken into account when 
estimating the species’ potential risks. Therefore, they recommend that future 
research focusses on more long-term trial areas. It is particularly important to study 
how many generations are necessary for a species to reach optimal 
competitiveness. For example, most Ro stands in Poland are still very young and the 
maximum propagule pressure has not yet been reached (Woziwoda et al. 2014b). 
There is lack of available data on risks of older Ro stands.  

 
Ecosystem impacts 

 Studies on the spread and establishment of Ro in various ecosystem types 
including protected/natural ecosystems in Europe (pers. comment) 

 Studies on pests, parasites & pathogens which are native to Europe and/or those 
which were introduced from the native Ro range and whether they are triggered 
by Ro and might affect other tree species in Europe in the future (pers. 
comment). 

 Nutrient depletion on poor soils after 18 years has been proven by Nicolini and 
Topp (2005). What are the long-term effects of Ro on nutrient-rich soils? 

 Investigate whether fast growth and slow litter degradation in Ro lead to an 
induced nutrient depletion in the soil (Anonymous as cited in Nagel 2015) 

 
 
 



30 
 

References 
Albrecht, B.M., Lietsch, V. and Zacharias, D. 2014 Die Rot-Esche (Fraxinus pennsylvanica Marsh.): Ein 

im Standtwald Bremen eingebürgerter Neophyt. Mitt. Dtsch. Dendrolog. Ges., 99, 13-24. 
Alexander, K., Butler, J. and Green, T. 2006 The value of different tree and shurb species to wildlife. 

British Wildlife, 18, 18-28. 
Ammer, C., Bolte, A., Herberg, A., Höltermann, A., Krüß, A., Krug, A. et al. 2016 Vertreter von 

Forstwissenschaft und Naturschutz legen gemeinsame Empfehlungen für den Anbau 
eingeführter Waldbaumarten vor - Gemeinsames Papier des DVFFA und des BfN. 
https://www.nw-
fva.de/fileadmin/user_upload/Aktuelles/2016/Gemeinsames_Papier_BfN_DVFFA_eingefueh
rte_Baumarten.pdf. 

Anjozian, L.-N. 2010 Nature in a Name: Paulownia tomentosa-Exotic Tree, Native Problem. JFSP 
Briefs. U.S. Foerst Service, University of Nebraska. Lincoln, USA, p. 1-7. 

Appelfelder, J. 1999 Anmerkungen zur Konkurrenzsituation der Naturverjüngung und der Ausbreitung 
der Douglasie (Pseudotsuga menziesii) im Naturschutzgebiet Lüneburger Heide.  Master 
Thesis, Georg August Universität Göttingen. 

Arndt, E. 2009 Neobiota in Sachsen-Anhalt. Naturschutz im Land Sachsen-Anhalt, 46, 3-63. 
Bachmann, M., Konnert, M. and Schmiedinger, A. 2009 Vielfalt schaffen, Risiko verringern. 

Gastbaumarten als Alternativen zur Fichte. LWF Wissen, 63, 22-30. 
Bai, Y.G., Thompson, D. and Broersma, K. 2000 Early establishment of Douglas-fir and ponderosa pine 

in grassland seedbeds. Journal of Range Management, 53, 511-517. 
Batanjski, V., Kabas, E., Kuzmanovic, N., Vukojicic, S., Lakusic, D. and Jovanovic, S. 2015 New invasive 

forest communities in the riparian fragile habitats - the case study from ramsar site Carska 
bara (Vojvodina, Serbia). Sumarski List, 139, 155-169. 

Bednář, P., Vaněk, P. and Vitcova, L. 2016 Eastern white pine in the Czech Republic. In Introduced 
tree species in European forests: opportunities and challenges. F. Krumm and L. Vitcova 
(eds.), European Forest Institute, Freiburg, Germany, pp. 386-394. 

Bernardinelli, I. 2006 Potential host plants of Corythucha arcuata (Het., Tingidae) in Europe: a 
laboratory study. Journal of Applied Entomology, 130, 480-484. 

Bieberich, J., Lauerer, M. and Aas, G. 2016 Acorns of introduced Quercus rubra are neglected by 
European Jay but spread by mice. Annals of Forest Research, 59, 249-258. 

Bieńkowski, A.O. and Orlova-Bienkowskaja, M.J. 2018 Woolly ash aphid Prociphilus fraxinifolii (Riley, 
1879) (Hemiptera: Eriosomatidae), a new invasive alien pest of ash trees (Fraxinus) in Russia. 
bioRxiv (preprint). 

Bindewald, A. and Michiels, H.-G. 2016 Quantifying invasiveness of Douglas fir on the basis of natural 
regeneration in south-western Germany. In Introduced tree species in European forests: 
pportunities and challenges. F. Krumm and L. Vítková (eds.), European Forest Institute, 
Freiburg, Germany, pp. 330-343. 

Bindewald, A. and Michiels, H.-G. 2018 Invasivität der Douglasie in Südwestdeutschland: 
Waldinventurdaten erlauben eine Einschätzung. Schweizerische Zeitschrift für Forstwesen, 
169, 86-92. 

BMEL. 2014 Bundewaldinventur 3. B.f.E.u. Landwirtschaft (ed.), Bonn, Germany. 
Bogdziewicz, M., Bonal, R., Espelta, J.M., Kalemba, E.M., Steele, M.A. and Zwolak, R. 2017 Invasive 

oaks escape pre‐dispersal insect seed predation and trap enemies in their seeds. Integrative 
Zoology, 13, 228-237. 

Bolte, A., Eisenhauer, D.R., Ehrhart, H.P., Gross, J., Hanewinkel, M., Kolling, C. et al. 2009 Climate 
change and forest management - accordances and differences between the German states 
regarding assessments for needs and strategies towards forest adaptation. 
Landbauforschung Volkenrode, 59, 269-278. 

Bonifacio, E., Petrillo, M., Petrella, F., Tambone, F. and Celi, L. 2015 Alien red oak affects soil organic 
matter cycling and nutrient availability in low-fertility well-developed soils. Plant and Soil, 
395, 215-229. 

http://www.nw-fva.de/fileadmin/user_upload/Aktuelles/2016/Gemeinsames_Papier_BfN_DVFFA_eingefuehrte_Baumarten.pdf
http://www.nw-fva.de/fileadmin/user_upload/Aktuelles/2016/Gemeinsames_Papier_BfN_DVFFA_eingefuehrte_Baumarten.pdf
http://www.nw-fva.de/fileadmin/user_upload/Aktuelles/2016/Gemeinsames_Papier_BfN_DVFFA_eingefuehrte_Baumarten.pdf


31 
 

Borisova, E.A. 2011 Patterns of invasive plant species distribution in the Upper Volga basin. Russian 
Journal of Biological Invasions, 2, 1-5. 

Botta-Dukát, Z. 2008 Invasion of alien species to Hungarian (semi-) natural habitats. Acta Botanica 
Hungarica, 50, 219-227. 

Branquart, E., Vanderhoeven, S., Landuyt, W.v., Rossum, F.v. and Verloove, F. 2007 Harmonia 
database: Quercus rubra. Harmonia Version 1.2. http://ias.biodiversity.be (accessed on 15 
December 2017). 

Broncano, M.J., Vilà, M. and Boada, M. 2005 Evidence of Pseudotsuga menziesii naturalization in 
montane Mediterranean forests. Forest Ecology and Management, 211, 257-263. 

Burschel, P. and Huss, J. 1997 Grundriss des Waldbaus: ein Leitfaden für Studium und Praxis. 2 edn. 
Ulmer: Berlin, Germany, 487 p. 

Buttler, K.P. and Thieme, M.e.a. 2018 Florenliste von Deutschland - Gefäßpflanzen. Version 9 
(September 2017). http://www.kp-buttler.de/florenliste/index.htm 15.01.2018). 

CABI. 2017 Paulownia tomentosa (paulownia) https://www.cabi.org/isc/datasheet/39100 (accessed 
on 12 March, 2017). 

CABI. 2019 Halyomorpha halys (brown marmorated stink bug) 
https://www.cabi.org/isc/datasheet/27377 (accessed on 18 July, 2019). 

Cajander, A.K. 1922 Der Anbau ausländischer Holzarten als forstliches und pflanzengeographisches 
Problem. Acta Forestalia Fennica, 24, 1-15. 

Carrillo-Gavilan, A., Espelta, J.M. and Vila, M. 2012 Establishment constraints of an alien and a native 
conifer in different habitats. Biological Invasions, 14, 1279-1289. 

Chmura, D. 2004 Penetration and naturalisation of invasive alien plant species (neophytes) in 
woodlands of the Silesian Upland (southern Poland). Nature Conservation, 60, 3-11. 

Chmura, D. 2013 Impact of alien tree species Quercus rubra L. on understorey environment and 
flora: a study of the Silesian Upland (Southern Poland). Polish Journal of Ecology, 61, 431-
441. 

Chmura, D. 2014 Soils Characteristics of Forest Phytocoenoses Occupied by Self-Regenerating 
Populations of Quercus Rubra in Silesian Upland. Chemistry-Didactics-Ecology-Metrology, 19, 
109-117. 

Ciuldiene, D., Aleinikoviene, J., Muraskiene, M., Marozas, V. and Armolaitis, K. 2017 Release and 
retention patterns of organic compounds and nutrients after the cold period in foliar litterfall 
of pure European larch, common beech and red oak plantations in Lithuania. Eurasian Soil 
Science, 50, 49-56. 

Cocking, M.I., Varner, J.M. and Engber, E.A. 2014 Conifer Encroachment in California Oak Woodlands. 
Proceedings of the 7th California Oak Symposium: Managing Oak Woodlands in a Dynamic 
World. United States Department of Agriculture. California, USA, p. 505-514. 

Crowley, K.F. and Lovett, G.M. 2017 Effects of nitrogen deposition on nitrate leaching from forests of 
the northeastern United States will change with tree species composition. Canadian Journal 
of Forest Research, 47, 997-1009. 

Csiszár, Á. 2009 Allelopathic effects of invasive woody plant species in Hungary. Acta Silvatica et 
Lignaria Hungarica, 5, 9-17. 

Czaja, A. 2000 Pseudotsuga jechorekiae sp. nova, der erste fossile Nachweis der Gattung 
Pseudotsuga Carrière nach Zapfen aus dem Miozän der Oberlausitz, Deutschland. Journal of 
Botanical Taxonomy and Geobotany, 111, 129-133. 

Da Ronch, F., Caudullo, G. and de Rigo, D. 2016 Pseudotsuga menziesii in Europe: distribution, 
habitat, usage and threats. In The European Atlas of Forest Tree Species: modelling, data and 
information on forest tree species. J. San-Miguel-Ayanz, D. de Rigo, G. Caudullo, D. Houston, 
T. and A. Mauri (eds.), Publ. Off. EU, Luxembourg, pp. 146-147. 

Daubree, J. and Kremer, A. 1993 Genetic and phenological differentiation between introduced and 
natural populations of Quercus rubra L. Annales des sciences forestières, 50, 271s-280s. 

http://ias.biodiversity.be/
http://www.kp-buttler.de/florenliste/index.htm
http://www.cabi.org/isc/datasheet/39100
http://www.cabi.org/isc/datasheet/27377


32 
 

Dehlin, H., Peltzer, D.A., Allison, V.J., Yeates, G.W., Nilsson, M.C. and Wardle, D.A. 2008 Tree seedling 
performance and below-ground properties in stands of invasive and native tree species. New 
Zealand Journal of Ecology, 32, 67-79. 

Denisow, B., Wrzesień, M., Mamchur, Z. and Chuba, M. 2017 Invasive flora within urban railway 
areas: a case study from Lublin (Poland) and Lviv (Ukraine). Acta Agrobotanica, 70, 1-14. 

Dick, J.T.A. 1955 Studies of Douglas fir seed flight in south western Washington. Weyerhaeuser 
Timber Company Tacoma, 4 p. 

Ding, J., Reardon, R., Wu, Y., Zheng, H. and Fu, W. 2006 Biological control of invasive plants through 
collaboration between China and the United States of America: a perspective. Biological 
Invasions, 8, 1439–1450. 

Doychev, D. 2015 First record of the invasive Elm sawfly Aproceros leucopoda Takeuchi 
(Hymenoptera: Argidae) in Bulgaria. Silva Balcanica, 16, 108-112. 

Drescher, A. and Prots, B. 2016 Fraxinus Pennsylvanica –an invasive tree species in middle Europe: 
Case studies from the danube basin. Contribuţii Botanice, 51, 55-69. 

Drescher, A., Prots, B. and Mountford, O. 2003 The world of old oxbowlakes, ancient riverine forests 
and drained mires in the Tisza river basin (International excursion to Eastern Hungary and 
Transcarpathia, Ukraine 31.08.–04.09.2002). Fritschiana, 45, 43-69. 

Dreßel, R. and Jäger, E.J. 2002 Beiträge zur Biologie der Gefäßpflanzen des herzynischen Raumes. 5. 
Quercus rubra L. (Roteiche): Lebensgeschichte und agriophytische Ausbreitung im 
Nationalpark Sächsische Schweiz. Hercynia-Ökologie und Umwelt in Mitteleuropa, 35, 37-64. 

Dumas, S., Neufeld, H.S. and Fisk, M.C. 2007 Fire in a thermic oak-pine forest in Linville Gorge 
Wilderness Area, North Carolina: Importance of the shrub layer to ecosystem response. 
Castanea, 72, 92-104. 

Earl, J.E., Cohagen, K.E. and Semlitsch, R.D. 2012 Effects of leachate from tree leaves and grass litter 
on tadpoles. Environmental Toxicology and Chemistry, 31, 1511-1517. 

Earl, J.E. and Semlitsch, R.D. 2015 Effects of tannin source and concentration from tree leaves on two 
species of tadpoles. Environmental Toxicology and Chemistry, 34, 120-126. 

Eggert, M. 2014 Die Douglasie in Bayern (1. Teil): Wie verjüngt sich die Douglasie? AFZ-Der Wald, 11, 
27-29. 

Endres, U. and Förster, B. 2013 Die Douglasie in Naturwaldreservaten – passt das zusammen? 
Vorkommen der Douglasie in bayerischen Naturwaldreservaten. LWF aktuell, 93, 37-39. 

Engber, E.A., Varner, J.M., Arguello, L.A. and Sugihara, N.G. 2011 The effects of conifer encroachment 
and overstory structure on fuels and fire in an oak woodland landscape. Fire Ecology, 7, 32-
50. 

Engel, K. 2001 Zersetzer und ihre Leistung: Buche - Fichte - Douglasie. LWF Berichte, 33, 18-21. 
Essl, F. 2005 Distribution, status and habitat preference of subspontaneous Douglas fir stands 

(Pseudotsuga menziesii) in Austria (Germ.). Phyton-Annales Rei Botanicae, 45, 117-143. 
Essl, F. 2007 From ornamental to detrimental? The incipient invasion of Central Europe by Paulownia 

tomentosa. Preslia, 79, 377-389. 
Essl, F. and Hauser, E. 2005 Floristische Beobachtungen aus dem östlichen Oberösterreich und dem 

angrenzenden Niederösterreich, Teil IV. Beitr. Naturk. Oberösterreichs, 14, 39-61. 
Essl, F., Rabitsch, W. and Breuss, O. 2002 Neobiota in Österreich. Umweltbundesamt Wien: Wien, 

Austria. 
Essl, F. and Stöhr, O. 2006 Bemerkenswerte floristische Funde aus Wien, Niederösterreich, dem 

Burgenland und der Steiermark, Teil III. Linzer biol. Beitr, 38, 121-163. 
Felton, A., Boberg, J., Bjorkman, C. and Widenfalk, O. 2013 Identifying and managing the ecological 

risks of using introduced tree species in Sweden's production forestry. Forest Ecology and 
Management, 307, 165-177. 

Finch, O.D. and Szumelda, A. 2007 Introduction of Douglas fir (Pseudotsuga menziesii (Mirb.) Franco) 
into Western Europe: Epigaeic arthropods in intermediate-aged pure stands in northwestern 
Germany. Forest Ecology and Management, 242, 260-272. 



33 
 

ForstBW. 2014 Richlinie landesweiter Waldentwicklungstypen. Landesbetrieb Forst Baden-
Württemberg. Stuttgart, Germany, p. 118. 

García, D. and Houle, G. 2005 Fine-scale spatial patterns of recruitment in red oak (Quercus rubra): 
What matters most, abiotic or biotic factors? Ecoscience, 12, 223-235. 

Gatter, W. 1972 Das Ringeln der Spechte. Journal of Ornithology, 113, 207-213. 
Glišić, M., Lakušić, D., Šinžar-Sekulić, J. and Jovanović, S. 2014 GIS analysis of spatial distribution of 

invasive tree species in the protected natural area of Mt Avala (Serbia). Botanica Serbica, 38, 
131-138. 

Gossner, M. 2004a Diversität und Struktur arboricoler Arthropodenzönosen fremdländischer und 
einheimischer Baumarten. Ein Beitrag zur Bewertung des Anbaus von Douglasie 
(Pseudotsuga menziesii (mirb.) Franco) und Roteiche (Quercus rubra L.). Neobiota, 5, 1-241. 

Gossner, M. 2004b Nicht tod, aber sehr anders! - Arthropodenfauna auf Douglasie und 
Amerikanische Roteiche. LWF aktuell, 45, 10-11. 

Gossner, M. and Ammer, U. 2006 The effects of Douglas-fir on tree-specific arthropod communities 
in mixed species stands with European beech and Norway spruce. European Journal of Forest 
Research, 125, 221-235. 

Gossner, M. and Bräu, M. 2004 Die Wanzen der Neophyten Douglasie (Pseudotsuga menziesii) und 
Amerikanischer Roteiche (Quercus rubra) im Vergleich zur Fichte und Tanne bzw. Stieleiche 
und Buche in südbayerischen Wäldern–Schwerpunkt arborikole Zönosen (Insecta: 
Heteroptera). Beiträge zur bayerischen Entomofaunistik, 6, 217-235. 

Gossner, M., Liston, A. and Späth, J. 2007 Sawflies in the crowns of native and exotic trees, sampled 
with flight-interception traps in southern Germany (Hymenoptera : Symphyta). Entomologia 
Generalis, 30, 273-282. 

Gossner, M. and Simon, U. 2002 Introduced Douglas fir (Pseudotsuga menziesii (Mirb.) Franco) 
affects community structure of tree-crown dwelling beetles in a managed European forest. In 
Biologische Invasionen - eine Herausforderung zum Handeln? I. Kowarik and U. Starfinger 
(eds.), NEOBIOTA, Berlin, Germany, pp. 167-179. 

Gossner, M. and Utschick, H. 2004 Douglas fir stands deprive wintering bird species of food resource. 
In Biological Invasions: Challenges for Science. S. Klotz and I. Kuehn (eds.), NEOBIOTA, Berlin, 
Germany, pp. 105-122. 

Grzędzicka, E., Kowalik, K. and Bacler-Żbikowska, B. 2017 Does the invasion of Northern Red Oak 
Quercus rubra in parkland influence the diversity of birds? Biologia, 72, 215-229. 

Gucker, C.L. 2005 Fire Effects Information System - Fraxinus pennsylvanica. 
http://www.fs.fed.us/database/feis/plants/tree/frapen/all.html (accessed on 12 March, 
2018). 

Gyuleva, V., Glushkova, M., Velinova, K. and Dimitrova, P. 2012 Ecological-biologcal peculiarities of 
some Paulownia species growing in Bulgaria and prevention of potential negative 
consequences for Environment. In Proceedings of International Conference “Ecology-
Interdisciplinary Science and Practice, Sofia, Bulgaria, pp. 162-169. 

Hafner, J. and Wohlgemuth, T. 2017 DICE-risk: Potenzielle Invasivität der Douglasie in der Schweiz: 
Eine standortsbezogene Evaluation. Schlussbericht im Forschungsprogramm" Wald und 
Klimawandel" des Bundesamtes für Umwelt und der Eidg. Forschungsanstalt WSL. ETH 
Zurich, Eidg. Forschungsanstalt für Wald, Schnee und Landschaft WSL. Birmensdorf, 
Switzerland, p. 36. 

Hagan, D.L., Waldrop, T.A., Reilly, M. and Shearman, T.M. 2015 Impacts of repeated wildfire on long-
unburned plant communities of the southern Appalachian Mountains. International Journal 
of Wildland Fire, 24, 911-920. 

Hajzlerová, L. and Matějček, T. 2011 The spread of invasive neophytes in the riparian vegetation of 
The Tichá Orlice. Revija za geografijo-Journal for Geography, 6, 33-46. 

Hałaj, R. and Osiadacz, B. 2017 Woolly Ash Aphid? is the Alien Bug Posing a Threat to European Ash 
Trees?-a Review. Plant Protection Science, 53. 

http://www.fs.fed.us/database/feis/plants/tree/frapen/all.html


34 
 

Hasenauer, H., Konnert, M., Lapin, K., Mohren, G., Spiecker, H., van Loo, M. et al. 2017 Non-Native 
Tree Species for European Forests: Experiences, Risks and Opportunities. COST Action FP1403 
NNEXT Country Reports, Joint Volume. University of Natural Resources and Life Sciences 
Vienna, Austria, 427 p. 

Hastings, M.S., Barnhart, S. and McBride, J.R. 1997 Restoration management of northern oak 
woodlands. Us Dept Agr, Forest Serv Pacific Sw Forest & Range Exptl Stn: Berkeley, USA, 275-
279 p. 

Havelka, J. and Starý, P. 2007 Myzocallis walshii (Hemiptera : Sternorrhyncha : Aphididae), an exotic 
invasive aphid on Quercus rubra, the American red oak: Its bionomy in the Czech Republic. 
European Journal of Entomology, 104, 471-477. 

Hidalgo, N.P. and Durante, M.P.M. 2012 First record of Prociphilus (Meliarhizophagus) fraxinifolii 
(Riley) [Hemiptera: Aphididae] in the Iberian Peninsula. EPPO Bulletin, 42, 142-145. 

Holdsworth, A.R., Frelich, L.E. and Reich, P.B. 2008 Litter decomposition in earthworm-invaded 
northern hardwood forests: Role of invasion degree and litter chemistry. Ecoscience, 15, 536-
544. 

Holdsworth, A.R., Frelich, L.E. and Reich, P.B. 2012 Leaf Litter Disappearance in Earthworm-Invaded 
Northern Hardwood Forests: Role of Tree Species and the Chemistry and Diversity of Litter. 
Ecosystems, 15, 913-926. 

Höltermann, A., Klingenstein, F. and Ssymank, A. 2008 Naturschutzfachliche Bewertung der Douglasie 
aus Sich des Bundesamtes für Naturschutz (BfN). LWF Wissen, 59, 74-81. 

Hunter, J.C. and Barbour, M.G. 2001 Through‐growth by Pseudotsuga menziesii: A mechanism for 
change in forest composition without canopy gaps. Journal of Vegetation Science, 12, 445-
452. 

Innes, R.J. 2009 Fire Effects Information System - Paulownia tomentosa. 
https://www.fs.fed.us/database/feis/plants/tree/pautom/all.html (accessed on 15 January, 
2018). 

Jeanmonod, D. and Schlussel, A. 2006 Notes and contributions on Corsican flora, XXI. Candollea, 61, 
93-134. 

Jonášová, M., van Hees, A. and Prach, K. 2006 Rehabilitation of monotonous exotic coniferous 
plantations: A case study of spontaneous establishment of different tree species. Ecological 
Engineering, 28, 141-148. 

Kalesnik, F. and Aceñolaza, P. 2008 Regional distribution of native and exotic species in levees of the 
lower delta of the Paraná river. Acta Scientiarum. Biological Sciences, 30. 

Kjaer, E.D., Lobo, A. and Myking, T. 2014 The role of exotic tree species in Nordic forestry. 
Scandinavian Journal of Forest Research, 29, 323-332. 

Klädtke, J. 2016 The growth of introduced tree species in Baden-Wuerttemberg. Allgemeine Forst 
Und Jagdzeitung, 187, 81-93. 

Kleinbauer, I. 2010 Ausbreitungspotenzial ausgewählter neophytischer Gefäßpflanzen unter 
Klimawandel in Deutschland und Österreich: Ergebnisse aus dem F+ E-Vorhaben FKZ 806 82 
330. Bundesamt für Naturschutz-BfN: Bonn, Germany, 76 p. 

Knoerzer, D. 1999a Zur Einbürgerungstendenz der Douglasie (Pseudotsuga menziesii) im 
Schwarzwald. Zeitschrift für Ökologie und Naturschutz 8, 31-39. 

Knoerzer, D. 1999b Zur Naturverjüngung der Douglasie im Schwarzwald - Invenur und Analyse von 
Umwelt- und Konkurrenzfaktoren sowie eine naturschutzfachliche Bewertung. Gebrüder 
Borntraeger Verlagsbuchhandlung: Stuttgart, Germany, 283 p. 

Knoerzer, D., Kuehnel, U., Theodoropoulus, K. and Reif, A. 1996 Neophytische Gehölze in Wäldern 
Südwestdeutschlands, bei besonderer Berücksichtigung des Douglasienanbaues. In 
Neophyten, Neozoen-Gefahr für die heimische Natur?, Akademie für Natur- und 
Umweltschutz und Verein der Freunde und Förderer der Akademie für Natur- und 
Umweltschutz (VFFA), Stuttgart, Germany, pp. 19-28. 

Koch, K.A., Quiram, G.L. and Venette, R.C. 2010 A review of oak wilt management: A summary of 
treatment options and their efficacy. Urban Forestry & Urban Greening, 9, 1-8. 

http://www.fs.fed.us/database/feis/plants/tree/pautom/all.html


35 
 

Kohyt, J. and Skubała, P. 2013 Communities of mites (Acari) in litter and soil under the invasive red 
oak (Quercus rubra L.) and native pedunculate oak (Q. robur L.). Biological Letters, 50, 113-
126. 

Kölling, C. 2013 Nichtheimische Baumarten—Alternativen im klimagerechten Waldumbau. LWF-
aktuell, 96, 4-11. 

Kostel-Hughes, F., Young, T.P. and Wehr, J.D. 2005 Effects of leaf litter depth on the emergence and 
seedling growth of deciduous forest tree species in relation to seed size. Journal of the Torrey 
Botanical Society, 132, 50-61. 

Kowarik, I. 2002 Biologische Invasionen in Deutschland: zur Rolle nichteinheimischer Pflanzen. In 
Biologische Invasionen. Herausforderung zum Handeln. I. Kowarik and U. Starfinger (eds.), 
NEOBIOTA Berlin, Germany, pp. 5-24. 

Kowarik, I. 2003 Human Agency in Biological Invasions: Secondary Releases Foster Naturalisation and 
Population Expansion of Alien Plant Species. Biological Invasions, 5, 293-312. 

Kowarik, I. 2010 Biologische Invasionen: Neophyten und Neozoen in Mitteleuropa. Verlag Eugen 
Ulmer: Stuttgart, Germany, 492 p. 

Kremer, D. and Čavlović, J. 2005 Distribution of Introduced North American Ash Species and Their 
Role in Lowland Forest Management in Croatia. Journal of Forestry, 103, 309-313. 

Kremer, D., Cavlovic, J. and Bozic, M. 2006a Growth Characteristics of Introduced Green Ash 
(Fraxinus pennsylvanica Marshall) and Narrow-leaved Ash (F. angustifolia L.) in Lowland 
Forest Region in Croatia. New Forests, 31, 211-224. 

Kremer, D., Pernar, R. and Ančić, M. 2006b Distribution of North American ash species in the Drava 
River basin and Danube basin (Croatia). Acta Botanica Croatica, 65, 57-66. 

Kuehne, C., Nosko, P., Horwath, T. and Bauhus, J. 2014 A comparative study of physiological and 
morphological seedling traits associated with shade tolerance in introduced red oak (Quercus 
rubra) and native hardwood tree species in southwestern Germany. Tree Physiology, 34, 184-
193. 

Kühnel, U. 1995 Zum Einfluss des Douglasienanbaus auf buchendominierte Waldökosysteme.  Diplom, 
Albert-Ludwigs-Universität Freiburg. 

Kuppinger, D.M. 2008 Post-fire vegetation dynamics and the invasion of Paulownia tomentosa in the 
southern Appalachians.  Ph.D. dissertation, University of North Carolina. 

Kuppinger, D.M., Jenkins, M.A. and White, P.S. 2010 Predicting the post-fire establishment and 
persistence of an invasive tree species across a complex landscape. Biological Invasions, 12, 
3473-3484. 

Kutnar, L. and Pisek, R. 2013 Non-native and invasive tree species in the Slovenian forests. Gozdarski 
vestnik, 71, 402-417. 

Langdon, K.R. and Johnson, K.D. 1994 Additional notes on invasiveness of Paulownia tomentosa in 
natural areas. Natural Areas Journal, 14, 139-140. 

Ledgard, N. 2002 The spread of Douglas fir into native forests. NZ JOURNAL OF FORESTRY, 36-38. 
Longbrake, A.C.W. 2001 Ecology and Invasive potential of Paulownia Tomentosa (Scrulariaceae) in a 

Hardwood Forest Landscape.  Ph.D dissertation, Ohio University. 
Longbrake, A.C.W. and McCarthy, B.C. 2001 Biomass Allocation and Resprouting Ability of Princess 

Tree (Paulownia tomentosa: Scrophulariaceae) Across a Light Gradient. The American 
Midland Naturalist, 146, 388-403. 

Lovenshimer, J.B. and Madritch, M.D. 2017 Plant Community Effects and Genetic Diversity of Post-
fire Princess Tree (Paulownia tomentosa) Invasions. Invasive Plant Science and Management, 
10, 125-135. 

Lovett, G.M., Weathers, K.C. and Arthur, M.A. 2002 Control of nitrogen loss from forested 
watersheds by soil carbon: Nitrogen ratio and tree species composition. Ecosystems, 5, 712-
718. 

Major, K.C., Nosko, P., Kuehne, C., Campbell, D. and Bauhus, J. 2013 Regeneration dynamics of non-
native northern red oak (Quercus rubra L.) populations as influenced by environmental 



36 
 

factors: A case study in managed hardwood forests of southwestern Germany. Forest Ecology 
and Management, 291, 144-153. 

Maringer, J., Wohlgemuth, T., Neff, C., Pezzatti, G.B. and Conedera, M. 2012 Post-fire spread of alien 
plant species in a mixed broad-leaved forest of the Insubric region. Flora - Morphology, 
Distribution, Functional Ecology of Plants, 207, 19-29. 

Marozas, V., Straigyte, L. and Sepetiene, J. 2009 Comparative analysis of alien red oak (Quercus rubra 
L.) and native common oak (Quercus robur L.) vegetation in Lithuania. Acta Biol Univ 
Daugavpiliensis, 9, 19-24. 

Martyniuk, N.A., Morales, C.L. and Aizen, M.A. 2015 Invasive conifers reduce seed set of a native 
Andean cedar through heterospecific pollination competition. Biological Invasions, 17, 1055-
1067. 

Melhuish, J.H., Gentry, C.E. and Beckjord, P.R. 1990 Paulownia tomentosa Seedling Growth at 
Differing Levels of pH, Nitrogen, and Phosphorus. Environmental Horticulture, 8, 205-207. 

Meloni, F., Motta, R., Branquart, E., Sitzia, T. and Vacchiano, G. 2016 Silvicultural strategies for 
introduced tree species in Northern Italy. In Introduced tree species in European forests: 
opportunities and challenges. F. Krumm and L. Vitcova (eds.), European Forest Institute, 
Freiburg, Germany, pp. 176-193. 

Merceron, N. 2016 Processus écologiques et évolutifs impliqués dans le succès de l’introduction de 
Quercus rubra L. en Europe.  Ph.D dissertation, Université de Liège. 

Merceron, N.R., De Langhe, A., Dubois, H., Garin, O., Gerarts, F., Jacquemin, F. et al. 2017a Removal 
of acorns of the alien oak Quercus rubra on the ground by scatter-hoarding animals in 
Belgian forests. Biotechnologie Agronomie Societe Et Environnement, 21, 127-130. 

Merceron, N.R., Leroy, T., Chancerel, E., Romero-Severson, J., Borkowski, D.S., Ducousso, A. et al. 
2017b Back to America: tracking the origin of European introduced populations of Quercus 
rubra L. Genome, 60, 778-790. 

Miltner, S. and Kupka, I. 2016 Silvicultural potential of northern red oak and its regeneration-Review. 
Journal of Forest Science, 62, 145-152. 

Miltner, S., Kupka, I. and Třeštík, M. 2016 Effects of Northern red oak (Quercus rubra L.) and sessile 
oak (Quercus petraea (Mattusch.) Liebl.) on the forest soil chemical properties. Forestry 
Journal, 62, 169-172. 

Mindrup, M., Meiwes, K.J. and Wolters, V. 2001 Mikrobiologische Eigenschaften des Auflagehumus 
unter Douglasie und Kiefer in Nordwestdeutschland. Forst und Holz, 12, 363-369. 

Möllerová, J. 2005 Notes on invasive and expansive trees and shrubs. Journal of Forest Science, 51, 
19-23. 

Mullah, C.J.A., Klanderud, K., Totland, O. and Odee, D. 2014 Community invasibility and invasion by 
non-native Fraxinus pennsylvanica trees in a degraded tropical forest. Biological Invasions, 
16, 2747-2755. 

Müller, A. 2011 Vorkommen und Bestandesentwicklung der Rot-Esche (Fraxinus pennsylvanica) im 
Leipziger Auwald.  Bachelor of Science Bachelor of Science, Technische Universität Dresden. 

Muratet, A. 2007 Paulownia tomentosa (Thunb.) Steud. https://docplayer.fr/76117244-Audrey-
muratet-paulownia-tomentosa-thunb-steud.html# (accessed on 8 March, 2017). 

Musolin, D.L., Selikhovkin, A.V., Shabunin, D.A., Zviagintsev, V.B. and Baranchikov, Y.N. 2017 Between 
Ash dieback and Emerald ash borer: Two Asian invaders in Russia and the future of ash in 
Europe. Baltic Forestry, 23, 316-333. 

Myczko, Ł., Dylewski, Ł., Chrzanowski, A. and Sparks, T.H. 2017 Acorns of invasive Northern Red Oak 
(Quercus rubra) in Europe are larval hosts for moths and beetles. Biological Invasions, 19, 
2419-2425. 

Myczko, Ł., Dylewski, Ł., Zduniak, P., Sparks, T.H. and Tryjanowski, P. 2014 Predation and dispersal of 
acorns by European Jay (Garrulus glandarius) differs between a native (Pedunculate Oak 
Quercus robur) and an introduced oak species (Northern Red Oak Quercus rubra) in Europe. 
Forest Ecology and Management, 331, 35-39. 



37 
 

Mysliwy, M. 2014 HABITAT PREFERENCES OF SOME NEOPHYTES, WITH A REFERENCE TO HABITAT 
DISTURBANCES. Polish Journal of Ecology, 62, 511-526. 

Nagel, R.-V. 2015 Roteiche (Quercus rubra L.). In Potenziale und Risiken eingeführter Baumarten - 
Baumartenportraits mit naturschutzfachlicher Bewertung). T. Vor, H. Spellmann, A. Bolte and 
C. Ammer (eds.), Universitätsverlag Göttingen, Göttingen, Germany, pp. 219-267. 

Nagodă, E., Comănescu, P. and Anastasiu, P. 2014 „Dimitrie Brandza” Botanic Garden, Potential 
Centre for the Dispersal of Invasive Plants? ahbb, 41, 13-40. 

Nagy, D.D., Magura, T., Debnar, Z., Horvath, R. and Tothmeresz, B. 2015 Shift of rove beetle 
assemblages in reforestations: Does nativity matter? Journal of Insect Conservation, 19, 
1075-1087. 

Neel, A. 2012 Effects of Fire and Invasive Paulownia tomentosa on Native Tree Regeneration in 
Southern Ohio After Two Years.  Master of Science, The Ohio State University. 

Nehring, S., Kowarik, I., Rabitsch, W. and Essl, F. 2013 Naturschutzfachliche Invasivitätsbewertungen 
für in Deutschland wild lebende gebietsfremde Gefäßpflanzen. BfN: Bonn, Germany, 204 p. 

NFI. 2012 Third National Forest Inventory  - Results Database. 2012 Ed., Thünen-Institut, 
Braunschweig, Germany. 

Nicolini, F. and Topp, W. 2005 Soil properties in plantations of sessile oak (Quercus petraea) and red 
oak (Quercus rubra) in reclaimed lignite open-cast mines of the Rhineland. Geoderma, 129, 
65-72. 

Nikolić, B., Batos, B., Dražić, D., Veselinović, M., Jović, Đ. and Golubović-Ćurguz, V. 2010 The Invasive 
and Potentially Invasive Woody Species in The Forests of Belgrade. In International Scientific 
Conference Forest Ecosystems and Climate Changes, Belgrade, Serbia. Proceeding. L. 
Rakonjac (ed.), Institute of forestry - Belgrade, Belgrade, Serbia, pp. 9-20. 

Oleksa, A. and Klejdysz, T. 2017 Could the vulnerable great Capricorn beetle benefit from the 
introduction of the non-native red oak? Journal of Insect Conservation, 21, 319-329. 

Ónodi, G. and Csörgő, T. 2013 The habitat preference of the Great-spotted woodpecker 
(Dendrocopos major Linnaeus, 1758) in a riparian forest, in the presence of two invasive tree 
species. In 9th Conference of the European Ornithologists' Union, Norwich, UK. 

Oosterbaan, A. and Olsthoorn, A. 2005 Control strategies for Prunus serotina and Quercus rubra as 
exotic tree species in the Netherlands. AGRIS, 177-181. 

Orellana, I.A. and Raffaele, E. 2010 The spread of the exotic conifer Pseudotsuga menziesii in 
Austrocedrus chilensis forests and shrublands in northwestern patagonia, Argentina New 
Zealand Journal of Forestry Science, 40, 199-209. 

Orlova-Bienkowskaja, M.J. 2014 Ashes in Europe are in danger: the invasive range of Agrilus 
planipennis in European Russia is expanding. Biological Invasions, 16, 1345-1349. 

Pauchard, A., García, R.A., Zalba, S., Sarasola, M., Zenni, R., Ziller, S. et al. 2015 Pine Invasions in 
South America: Reducing Their Ecological Impacts Through Active Management. In Biological 
Invasions in Changing Ecosystems Vectors, Ecological Impacts, Management and Predictions. 
J. Canning-Clode (ed.), De Gruyter Open, Warsaw, Poland, pp. 318-342. 

Pergl, J., Sádlo, J., Petrusek, A., Laštůvka, Z., Musil, J., Perglová, I. et al. 2016 Black, Grey and Watch 
Lists of alien species in the Czech Republic based on environmental impacts and 
management strategy. NeoBiota, 28, 1-37. 

Petrović-Obradović, O., Tomanović, Ž., Poljaković-Pajnik, L. and Vučetić, A. 2007 An invasive species 
of aphid, Prociphilus fraxinifolii (Hemiptera, Aphididae, Eriosomatinae), found in Serbia. 
Archives of Biological Sciences, 59, 9-10. 

Pier. 2005 Pacific Island Ecosystems at Risk (PIER) - Paulownia tomentosa risk assessment. 
http://www.hear.org/pier/wra/pacific/paulownia_tomentosa_htmlwra.htm (accessed on 21 
December, 2017). 

Pötzelsberger, E. 2018 Should we be afraid of non-native trees in our forests? Stories about sucesses 
and failures with versatile tree species with migration background. University of Natural 
Resources and Life Sciences: Vienna, Austria, 35 p. 

http://www.hear.org/pier/wra/pacific/paulownia_tomentosa_htmlwra.htm


38 
 

Preda, C., Anastasiu, P., Skolka, M., Memedemin, D., Rozylowicz, L. and Dan, C. 2017 Alien Species in 
Romania. In ESENIAS. M. Rat, T. Trichkova, R. Scalera, R. Tomov and A. Uludag (eds.), pp. 75-
89. 

Prots, B., Drescher, A. and Vykhor, B. 2011 Invasion ecology of Green Ash Fraxinus pennsylvanica 
Marsh. in the Transcarpathia (Ukraine). Journal of Biological Systems 3, 269-276. 

Pyšek, P., Sádlo, J. and Mandak, B. 2002 Catalogue of alien plants of the Czech Republic. Preslia, 74, 
97-186. 

Rebeck, J. 2012 FIRE MANAGEMENT AND WOODY INVASIVE PLANTS IN OAK ECOSYSTEMS. In 
Proceedings of the 4th Fire in Eastern Oak Forests Conference, United States Department of 
Agriculture, Washington, pp. 142-155. 

Reif, A., Aas, G. and Essl, F. 2011 Braucht der Wald in Zeiten der Klimaveränderung neue, nicht 
heimische Baumarten. Nat Landsch, 6, 256-260. 

Remale, T. 2005 Fact Sheet: Princess tree. In Plant Conservation Alliances Alien Plant Working Group. 
J.M. Swearingen and A. Dalsimer (eds.), National Park Service U.S. Department of the 
Interior, pp. 1-3. 

Richardson, D.M. and Rejmánek, M. 2004 Conifers as invasive aliens: a global survey and predictive 
framework. Diversity and Distributions, 10, 321-331. 

Richter, M. 2002 Die Bedeutung städtischer Gliederungsmuster für das Vorkommen von 
Pflanzenarten unter besonderer Berücksichtigung von Paulownia tomentosa (Thunb.) Steud. – 
dargestellt am Beispiel Stuttgart.  Ph.D. dissertation, Universität Hohenheim. 

Richter, M. and Böcker, R. 2001 Städtisches Vorkommen und Verbreitungstendenzen des 
Blauglockenbaumes. Mitt. Dtsch. Dendrolog. Ges., 86, 125-132. 

Riepðas, E. and Straigytë, L. 2008 Invasiveness and Ecological Effects of Red Oak (Quercus rubra L.) in 
Lithuanian Forests. Baltic Forestry, 14, 122-130. 

Rigling, A., Gessler, A., Feichtinger, L., Queloz, V. and Wohlgemuth, T. 2016 Introduced or native tree 
species to maintain forest ecosystem services in a hotter and drier future? In Introduced tree 
species in European forests: opportunities and challenges. F. Krumm and L. Vitcova (eds.), 
European Forest Institute, Freiburg, Germany, pp. 236-246. 

Rizzo, M. and Gasparini, P. 2011 Occurrence and distribution of alien invasive tree species in the 
Italian forests. Forestry Ideas, 17, 97-103. 

Roques, A., Auger-Rozenberg, M.A. and Boivin, S. 2006 A lack of native congeners may limit 
colonization of introduced conifers by indigenous insects in Europe. Canadian Journal of 
Forest Research-Revue Canadienne De Recherche Forestiere, 36, 299-313. 

Sammler, P. 2004 Die Rot‐Eiche (Quercus rubra L., Fagaceae) als stark mykotrophe Gehölzart–ein 
Vergleich der Makromyzetenflora unter Rot‐Eichen und einheimischen Eichen in der 
Umgebung von Potsdam, Deutschland. Feddes Repertorium, 115, 102-120. 

Schmid, M., Pautasso, M. and Holdenrieder, O. 2014 Ecological consequences of Douglas fir 
(Pseudotsuga menziesii) cultivation in Europe. European Journal of Forest Research, 133, 13-
29. 

Schmiedel, D. 2010 Invasionsbiologie und ökologisches Verhalten der gebietsfremden Baumart 
Fraxinus pennsylvanica MARSH. in den Auenwäldern der Mittelelbe im naturschutzfachlichen 
Kontext.  Ph.D dissertation, Technische Universität Dresden  

Schmiedel, D., Huth, F. and Wagner, S. 2013 Using Data From Seed-Dispersal Modelling to Manage 
Invasive Tree Species: The Example of Fraxinus pennsylvanica Marshall in Europe. 
Environmental Management, 52. 

Schmiedel, D. and Schmidt, P.A. 2010 Fraxinus pennsylvanica. 
https://neobiota.bfn.de/handbuch/gefaesspflanzen/fraxinus-pennsylvanica.html (accessed 
on 3 April, 2018). 

Schmiedel, D. and Tackenberg, O. 2013 Hydrochory and water induced germination enhance invasion 
of Fraxinus pennsylvanica. Forest Ecology and Management, 304, 437-443. 



39 
 

Schuldt, A. and Scherer-Lorenzen, M. 2014 Non-native tree species (Pseudotsuga menziesii) strongly 
decreases predator biomass and abundance in mixed-species plantations of a tree diversity 
experiment. Forest Ecology and Management, 327, 10-17. 

Simberloff, D. 2000 Global climate change and introduced species in United States forests. Science of 
the Total Environment, 262, 253-261. 

Simberloff, D., Nunez, M.A., Ledgard, N.J., Pauchard, A., Richardson, D.M., Sarasola, M. et al. 2010 
Spread and impact of introduced conifers in South America: Lessons from other southern 
hemisphere regions. Austral Ecology, 35, 489-504. 

Simberloff, D., Relva, M.A. and Nuñez, M. 2002 Gringos En El Bosque: Introduced Tree Invasion in a 
Native Nothofagus/Austrocedrus Forest. Biological Invasions, 4, 35-53. 

Sîrbu, C. and Oprea, A. 2010 New and rare plants from the flora of Moldavia (Romania). Cercetări 
Agronomice în Moldova, 43, 31-42. 

Skorupski, M., Jagodzinski, A.M., Zytkowiak, R. and Karolewski, P. 2012 Differences in chemical 
composition of needle and leaf litter from exotic and native tree species stands. 
Dendrobiology, 68, 101-112. 

Snow, W.A. 2015 Ornamental, crop, or invasive? The history of the Empress tree (Paulownia) in the 
USA. Forests, Trees and Livelihoods, 24, 85-96. 

Sousa, N.R., Franco, A.R., Oliveira, R.S. and Castro, P.M. 2014 Reclamation of an abandoned burned 
forest using ectomycorrhizal inoculated Quercus rubra. Forest ecology and management, 
320, 50-55. 

Spellmann, H., Weller, A., Brang, P., Michiels, H.-G. and Bolte, A. 2015 Douglasie (Pseudotsuga 
menziesii (Mirb.) Franco). In Potenziale und Risiken eingeführter Baumarten - 
Baumartenportraits mit naturschutzfachlicher Bewertung. T. Vor, H. Spellmann, A. Bolte and 
C. Ammer (eds.), Universitätsverlag Göttingen, Göttingen, Germany, pp. 187-217. 

Starfinger, U. and Kowarik, I. 2011a Pseudotsuga menziesii. https://neobiota.bfn.de/12630.html 
(accessed on 25 October, 2017). 

Starfinger, U. and Kowarik, I. 2011b Quercus rubra. 
https://neobiota.bfn.de/handbuch/gefaesspflanzen/quercus-rubra.html (accessed on 18 
December, 2017). 

Steinmetz, A. and Bauhus, J. 2016 Naturverjüngung der Douglasie im Stadtwald Freiburg – invasiv? 
AFZ-Der Wald, 08/2016, 25-28. 

Stimm, B. 2013 Paulownia - Hoffnungsträger aus Fernost. LWF aktuell, 96, 18-21. 
Stimm, B., Heinrichs, S. and Mosandl, R. 2015 Paulownie (Paulownia tomentosa (Thunb. ex Murray) 

Steud.). In Potenziale und Risiken eingeführter Baumarten - Baumartenportraits mit 
naturschutzfachlicher Bewertung. T. Vor, H. Spellmann, A. Bolte and C. Ammer (eds.), 
Universitätsverlag Göttingen, Göttingen, Germany, pp. 111-125. 

Straigytë, L., Jurkšienė, G. and Armolaitis, K. 2009 Decomposition of Oak and Maple Leaf Litters: 
Comparative Study of Native and Alien Species. In Rural Development 2009 Proceedings, Vol 
4, Book 2, Proceedings, pp. 196-200. 

Straigytë, L., Marozas, V. and Žalkauskas, R. 2012 Morphological Traits of Red Oak (Quercus rubra L.) 
and Ground Vegetation in Stands in Different Sites and Regions of Lithuania. Baltic Forestry, 
18, 91-99. 

Sujetoviene, G. and Sveikauskaite, I. 2014 Effects of Climate Warming on Timing of Native and Non-
Native Tree Species Phenology. In 9th International Conference Environmental Engineering 
(9th Icee) - Selected Papers, Vilnius, Lithuania. 

TodoroviĆ, S., BoŽIĆ, D., SimonoviĆ, A.N.A., FilipoviĆ, B., DragiĆEviĆ, M., Giba, Z. et al. 2010 
Interaction of fire-related cues in seed germination of the potentially invasive species 
Paulownia tomentosa Steud. Plant Species Biology, 25, 193-202. 

Tokarska-Guzik, B. 2005 Invasive ability of kenophytes occurring in Poland: a tentative assessment. In 
Biological Invasions - From Ecology to Control. W. Nentwig, S. Bacher, M.J.W. Cock, H. Dietz, 
A. Gigon and R. Wittenberg (eds.), Institute of Ecology of the TU Berlin, Berlin, Germany, pp. 
47-65. 



40 
 

Török, K., Botta-Dukát, Z., Dancza, I., Németh, I., Kiss, J., Mihály, B. et al. 2003 Invasion gateways and 
corridors in the Carpathian Basin: biological invasions in Hungary. Biological Invasions, 5, 
349-356. 

Trocha, L.K., Kalucka, I., Stasinska, M., Nowak, W., Dabert, M., Leski, T. et al. 2012 Ectomycorrhizal 
fungal communities of native and non-native Pinus and Quercus species in a common garden 
of 35-year-old trees. Mycorrhiza, 22, 121-134. 

Tschopp, T., Holderegger, R. and Bollmann, K. 2015 Auswirkungen der Douglasie auf die 
Waldbiodiversität. Schweiz Z Forstwes, 166, 9-15. 

Utschik, H. 2001 Schutzstrategien für Waldpilze. In Waldbewohner als Weiser für die Naturnähe und 
Qualität der forstlichen Bewirtschaftung. C. Wild and A. Wauer (eds.), Bayrische 
Landesanstalt für Wald und Forstwirtschaft, Freising, Germany, pp. 14-17. 

Valenta, V., Moser, D., Kapeller, S. and Essl, F. 2016 A new forest pest in Europe: a review of Emerald 
ash borer (Agrilus planipennis) invasion. Journal of Applied Entomology, 141, 507-526. 

Van Nieukerken, E., Doorenweerd, C., Ellis, W., Huisman, K., Koster, J., Mey, W. et al. 2012 
Bucculatrix ainsliella Murtfeldt, a new North American invader already widespread on 
northern red oaks (Quercus rubra) in Western Europe (Bucculatricidae). Nota 
lepidopterologica, 35, 135-159. 

Vanhellemont, M., Verheyen, K., De Keersmaeker, L., Vandekerkhove, K. and Hermy, M. 2009 Does 
Prunus serotina act as an aggressive invader in areas with a low propagule pressure? 
Biological Invasions, 11, 1451. 

Vansteenkiste, D., De Boever, L. and Van Acker, J. 2005 Alternative processing solutions for red oak 
(Quercus rubra) from converted forests in Flanders, Belgium. In Proceedings of the COST 
Action E44 Conference on Broad Spectrum Utilization of Wood Universität für Bodenkultur 
Wien BOKU, Wien, Austria, pp. 13. 

Vicsnjic, C. 2003 Ecological and silvicultural characteristics of Papulownia Paulownia tomentosa 
(Thunb. ex Murray) steud. Nase Sume, 23-28. 

Vor, T. 2005 Natural regeneration of Quercus rubra L. (Red Oak) in Germany. In Biological Invasions - 
From ecology to Control. W. Nentwig, S. Bacher, M.J.W. Cock, H. Dietz, A. Gigon and R. 
Wittenberg (eds.), NEOBIOTA, Berlin, Germany, pp. 111-123. 

Vor, T. 2015 Rotesche (Fraxinus pennsylvanica Marsh.). In Potenziale und Risiken eingeführter 
Baumarten Baumartenportaits mit naturschutzfachlicher Bewertung. T. Vor, H. Spellmann, A. 
Bolte and C. Ammer (eds.), Universitätsverlag, Göttingen, pp. 73-83. 

Vor, T. and Schmidt, W. 2006 Auswirkungen des Douglasienanbaus auf die Vegetation der 
Naturwaldreservate "Eselskopf" (Nordwesteifel) und "Grünberg" (Pfälzer Wald). Forstarchiv, 
77, 169-178. 

Vor, T., Spellmann, H., Bolte, A. and Ammer, C. 2015 Potenziale und Risiken eingeführter Baumarten 
Baumartenportaits mit naturschutzfachlicher Bewertung. Universitätsverlag: Göttingen, 
Germany, 296 p. 

Wagner, V., Chytrý, M., Jiménez-Alfaro, B., Pergl, J., Hennekens, S., Biurrun, I. et al. 2017 Alien plant 
invasions in European woodlands. Diversity and Distributions, 23, 969-981. 

Walentowski, H. 2008 Die Douglasie naturschutzfachlich betrachtet. LWF Wissen, 59, 67-69. 
Welch, R. 1981 Insects on exotic broadleaved trees of the Fagaceae, namely Quercus borealis and 

species of Nothofagus. In Forest and woodland ecology: an account of research being done in 
ITE. F.T. Last and A.S. Gardiner (eds.), NERC/Institute of Terrestrial Ecology 110-115. (ITE 
Symposium, 8), Campridge, England, pp. 110-115. 

Wermelinger, B., Wyniger, D. and Forster, B. 2007 First records of an invasive bug in Europe: 
Halyomorpha halys Stal (Heteroptera: Pentatomidae), a new pest on woody ornamentals and 
fruit trees? Mitteilungen der Schweizerischen Entomologischen Gesellschaft, 81, 1-8. 

Williams, C.E. 1993 The exotic empress tree, Paulownia tomentosa - an invasive pest of forests. 
Natural Areas Journal, 13, 221-222. 

Winter, S., Walentowski, H. and Fischer, A. 2009 Neophyten im Wirtschaftswald. LWF aktuell, 73, 8-
11. 



41 
 

Wittenberg, R., Kenis, M., Blick, T., Hänggi, A., Gassmann, A. and Weber, E. 2006 Invasive alien 
species in Switzerland: an inventory of alien species and their threat to biodiversity and 
economy in Switzerland. Federal Office for the Environment (FOEN): Bern, Switzerland, 155 p. 

Woziwoda, B., Kopeć, D. and Witkowski, J. 2014a The negative impact of intentionally introduced 
Quercus rubra L. on a forest community. Acta Societatis Botanicorum Poloniae, 83, 39-49. 

Woziwoda, B., Potocki, M., Sagan, J., Zasada, M., Tomusiak, R. and Wilczyński, S. 2014b Commercial 
Forestry as a Vector of Alien Tree Species - the Case of Quercus rubra L. Introduction in 
Poland. Baltic Forestry, 20, 131-141. 

Woziwoda, B., Staniaszek-Kik, M. and Stefańska-Krzaczek, E. 2017 Assemblages of native bryophytes 
in secondary forests with introduced Quercus rubra. Nordic Journal of Botany, 35, 111-120. 

Zacharias, D. and Breucker, A. 2008 Die nordamerikanische Rot-Esche (Fraxinus pennsylvanica 
MARSH.)–zur Biologie eines in den Auenwäldern der Mittelelbe eingebürgerten Neophyten. 
Braunschweiger Geobotanische Arbeiten, 9, 499-529. 

Zarzycki, W., Wilczek, Z., Woznica, P., Folcik, L., Lewandowska, A. and Gancarek, M. 2015 Impact of 
northern red oak Quercus rubra L. on ferns populations in different forest phytocoenoses. 
Sylwan, 159, 658-665. 

 

 


